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ClimateConstraining the greenhouse gas forcing, climatic warming and estimates of climate sensitivity across ancient
large transient warming events is a major challenge to the palaeoclimate research community. Here we provide
a new compilation and synthesis of the available marine proxy temperature data across the largest of these
hyperthermals, the Paleocene–Eocene Thermal Maximum (PETM). This includes the application of consistent
temperature calibrations to all data, including the most recent set of calibrations for archaeal lipid-derived
palaeothermometry. This compilation provides the basis for an informed discussion of the likely range of PETM
warming, the biases present in the existing record and an initial assessment of the geographical pattern of
PETM ocean warming. To aid interpretation of the geographic variability of the proxy-derived estimates of
PETMwarming, we present a comparison of this data with the patterns of warming produced by high pCO2 sim-
ulations of Eocene climates using the Hadley Centre atmosphere-ocean general circulation model (AOGCM)
HadCM3L. On the basis of this comparison and taking into account the patterns of intermediate-water warming
we estimate that the global mean surface temperature anomaly for the PETM is within the range of 4 to 5 °C.
© 2013 Elsevier B.V. All rights reserved. This is an open access article under the CC BY license
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ThePaleocene–EoceneThermalMaximum(PETM; ca55 Ma) is a rel-
atively short-lived (~200 kyr) transient climatic event characterised by
a large negative excursion in stable carbon isotope ratios, a prominent
shoaling of the global ocean carbonate compensation depth (CCD) and
a widespread positive temperature anomaly (Zachos et al., 2005; Sluijs
et al., 2007a). The combination of global warming and the release of
large amounts of 13C-depleted carbon (circa 2000–6000 PgC) (Dickens,
2003; Panchuk et al., 2008a, 2008b; Zeebe et al., 2009; Cui et al., 2011)
to the ocean-atmosphere system during the PETM has encouraged anal-
ogies to be drawn with modern anthropogenic climate change. As a re-
sult the PETM has been the focus of considerable research effort since it
was ﬁrst recognised over twenty years ago (Thomas, 1989; Kennett and
Stott, 1991), with the characteristic carbon isotope excursion and asso-
ciated lithologic and biotic changes being documented at numerous
localities across the globe and in disparate environments (see reviews
of Sluijs et al., 2007a; McInerney and Wing, 2011).
The PETM is clearly a planetary-scale perturbation of the Earth's car-
bon cycle, biosphere and climate. There remains, however, considerable
uncertainty over the size (Panchuk et al., 2008a, 2008b; Zeebe et al.,
2009; Cui et al., 2011, 2012; Sluijs et al., 2012) and source (Dickens,
2011; Lunt et al., 2011; DeConto et al., 2012) of the PETMcarbon release.
Consequently the exact magnitude of greenhouse gas forcing arising
from this carbon release is poorly constrained. Whereas the extent of
the PETMcarbon cycle perturbation has received considerable attention
(e.g. Dickens, 2003; Zachos et al., 2005), there has been, to date, no com-
pilation and thorough reassessment of the available PETM temperature
proxy data.When quoted the PETM sea surface temperature anomaly is
usually stated as a range, typically “4–8 °C” (Thomas et al., 2002), or
more recently “5–9 °C” (Zeebe et al., 2009). The robustness, interpreta-
tion, quantity and geographic spread of the underlying data are, howev-
er, rarely commented upon. Even recent “PETM” climate modelling
studies have used a range of published PETM palaeotemperature
proxy data as if theywere relatively uncomplicated, unbiased andwith-
out inherent uncertainty (Lunt et al., 2010; Winguth et al., 2010).
The purpose of this study is to present a full synthesis of all the avail-
able PETMmarine geochemical temperature proxy data, with the subse-
quent derivation of site-speciﬁc estimates of the PETM temperature
anomaly. Given that the palaeotemperature proxy data are both spatially
limited and subject to varying degrees of uncertainty and potential
biases, we use the results of an early Eocene fully-coupled Atmosphere-
Ocean General Circulation Model (AOGCM) to aid in the interpretation
of these data and provide a means of estimating the likely global mean
PETM temperature anomaly.
The compilation of PETM proxy data is derived from near-surface
dwelling planktic foraminifera, sea surface-derived organic lipid bio-
markers (TEX86) and benthic foraminifera, mostly from deep-sea dril-
ling cores recovered in intermediate to abyssal water depths (~1000–
3000 m). We treat these data, collected over the last 20 years, with a
consistent methodology for the identiﬁcation of pre-PETM and PETM
intervals based on carbon isotope stratigraphies, the application of
uniform palaeotemperature calibrations and a more robust and trans-
parent assessment of uncertainties associated with temporal averaging
and calibrations. We also discuss major uncertainties in these palaeo-
temperature estimates that cannot yet be reliably quantiﬁed, including
the preservation-state of foraminiferal carbonate and the application
of TEX86 calibrations from the modern oceans to ancient warm-
climates states.One of the immediate conclusions of this study is that a reliable esti-
mate of PETM near sea surface temperature (SST) change has been
established at very few locations. We identify only eight sites with rea-
sonable PETM records of sea surface temperatures: the New Jerseymar-
gin sites Bass River andWilson Lake, DSDP Site 527, ODP Sites 690, 865,
1172, 1209 and the Arctic IODP Site M0004A— abbreviated to ACEX for
Arctic Coring Expedition from here on (Fig. 1). Although these sites are
geographically disparate, they provide nodata from the Indian or Tethys
Oceans and most of the tropics. However, within the limitations of the
available data some constraint on the plausible range of the global aver-
age PETM temperature anomaly is possible. By identifying consistencies
in the spatial response of GCM climate simulations and the best-
available estimates of PETM warming the model can be used as a
‘grand interpolator’ to produce an estimate of the global mean temper-
ature change. We also hope that a clear presentation of the proxy data
and its limitations will justify and encourage future efforts to gather
reliable PETM palaeotemperature proxy data across both marine and
terrestrial environments and from geographically disparate localities.
2. Methodology
2.1. Identiﬁcation of pre- and peak-PETM intervals
Original published marine palaeotemperature proxy data were col-
lated from locationswhere palaeotemperature proxy datawere of sufﬁ-
cient number and quality to resolve at least part of the PETM warming
and where these data could be coupled to a carbon isotope stratigraphy
that resolved an unambiguous PETM CIE. For each location, we have
established two stratigraphic intervals, largely based on carbon isotope
stratigraphy, representing two relatively stable climatic states on
~10 kyr timescales: one immediately prior to the PETM (“pre-PETM”)
and one at the “peak” of the PETM perturbation (“peak-PETM”)
(Figs. 2–6). The shape of the PETM carbon isotope excursion (CIE)
can vary signiﬁcantly between sections and the substrate measured
(McInerney and Wing, 2011). It is dependent on differential carbonate
dissolution, sedimentmixing, physiological change of the substrate pro-
ducer and regional offsets in δ13C of the carbon source (Sluijs and
Dickens, 2012). Given the great magnitude of the isotopic perturbation,
however, in most instances the CIE involves a large and rapid negative
excursion in δ13C, followed by a short, ~80 kyrs, interval that records
the most extreme negative δ13C values before a long period of recovery
in δ13C back towards pre-excursion values (Sluijs et al., 2007a).
The use of δ13C stratigraphy to identify pre- and peak-PETM intervals,
for the purpose of this temperature proxy synthesis, is further complicat-
ed by potential diachroneity between the onset of the PETM CIE and
PETM-associated sea surface warming, as observed in some high-
resolution records (Thomas and Shackleton, 1996; Thomas et al., 2002;
Sluijs et al., 2007b). Apparent diachroneity on the 1–10 kyr scale has
also been observed between proxy records of surface and deep-ocean
CIEs and temperature perturbations at two sites on Maud Rise (Thomas
et al., 2002; Zachos et al., 2007). To overcome these issues we have inde-
pendently identiﬁed the pre-PETM and peak-PETM conditions for surface
ocean proxy data at each locality using the following considerations:
1. The pre-PETM interval should be taken below the onset of the PETM
anomaly in all of the surface ocean proxy records at a given locality.
Hence, the identiﬁcation of the onset of the PETM is not based solely
on δ13C records but also includes a consideration of the positive tem-
perature anomalies, which is not always synchronouswith the onset
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temperature perturbations, as it is being used to characterise pre-
PETM “background” conditions.
2. The pre-PETM interval is taken to extend stratigraphically down from
the “background” (non-excursion) level nearest the onset of theWilson Lake
‰
-4-20
D
ep
th
 (m
)
90
95
100
105
110
115
A. soldadoensis
‰
-4-2
M.velascoensis
2 0
Bass River
‰
D
ep
th
 (m
bg
l)
‰
Morozovella spp.
-4-2
345
350
355
360
365
02 -4-202
δ13Cδ18O
Acarinina spp.
Fig. 2. Primary geochemical records across the PETM interval at the New Jersey continental shel
isotope data from Zachos et al. (2006); GDGT data from Zachos et al. (2006) and Sluijs et al. (20
A. soldadoensis and Subbotina spp. have δ13C values ~3‰ higher than at the sampling interval
warming between 109.93 and 109.8 m. The pre-excursion interval is taken down to the base
at the ﬁrst planktic foraminiferal δ13C excursion value and the beginning of peak warmth ind
the end of the negative plateau in foraminiferal δ13C and peak GDGT-based temperatures. Sin
John et al. (2008); GDGT data are from Sluijs et al. (2007b). The onset of the PETM is deline
spp. between 357.49 and 357.21 m. The pre-PETM interval is thus deﬁned from 357.58 m down
is taken at 357.03 m, above the negative δ13C shift in both Acarinina spp. and Subbotina spp. and
of the peak-PETM interval at 354.99 m just below the gradual decline in GDGT-based temperaPETM, over an interval that includes several pre-PETM data points.
This interval should exclude any obvious pre-PETM long-term trends
and represent conditions prior to the PETM across a stratigraphic in-
terval comparable to that of the peak-PETM. In many cases the pre-
PETM interval is constrained at its base by the start of a studied section‰
-4-2
Subbotina spp.
353025
GDGT proxies
0
‰
GDGT proxies
-3-2-101
Subbotina spp.
TEX86H
1/TEX86
TEX86L
353025
ToC
ToC
f sitesWilson Lake (top) and Bass River (bottom).Wilson Lake planktic foraminifera stable
07b). Pre-PETM stable isotope data is limited to single sample below 109.95 mwhere both
above. The PETM onset is more clearly constrained by GDGT data, which shows a rapid
of high-resolution GDGT data at 112.78 m. The base of the peak-PETM interval is placed
icated by GDGTs at 109.23 m. The top of the peak-PETM is placed at 106.52 m towards
gle specimen planktic foraminifera stable isotope data for the Bass River section are from
ated as the rapid ~3‰ negative shift in δ13C values of both Acarinina spp. and Subbotina
to the limit of high-resolution TEX86 data at 360.0 m. The base of the peak-PETM interval
immediately below the peak positive GDGT-based temperature anomaly.We place the top
tures.
ODP 1209
‰
D
ep
th
 (m
cd
)
A. soldadoensis
‰
M.velascoensis
-2
210.8
211.0
211.2
211.4
-2024 024 4 5 6
A. soldad. Mg/Ca M.velasco. Mg/Ca
DSDP 527
‰
D
ep
th
 (m
bs
f)
Acarinina spp.
-113
4 5 6
mmol mol-1 mmol mol-1
Acarinina Mg/Ca Morozovella Mg/Ca Subbotina Mg/Ca
199
200
201
202
203
204
4.03.5 4.03.5 4.5 4.03.53.0
mmol mol-1 mmol mol-1 mmol mol-1
δ13Cδ18O
Fig. 3. Primary geochemical records across the PETM interval at ODP Site 1209 (top) and DSDP Site 527 (bottom). ODP Site 1209 planktic foraminifera Mg/Ca ratios and single specimen
stable isotope data from Zachos et al. (2003). The pre-PETM interval is taken from the base of the studied section (211.39 mcd) up to 211.27 mcd— the highest level with consistent pre-
excursion values of δ13C from single specimens of M. velascoensis. The peak-PETM interval is taken to extend from the ﬁrst level with exclusively excursion δ13C values recorded in
Morozovella velascoensis at 211.24 mcd up to 211.10 mcd. Arguably this may be slightly longer than the period of peak negative δ13C values but is necessary to capture the full pattern
of increase in Mg/Ca ratios in bothM. velascoensis and A. soldadoensis, which slightly lags the peak negative CIE. DSDP Site 527 planktic foraminifera stable isotope data are from Thomas
et al. (1999) andMg/Ca ratios are from Tripati and Elderﬁeld (2004). The pre-excursion interval is deﬁned on the basis of the A. soldadoensis δ13C data and is taken to extend from the base
of the studied section up to 201.38 mbsf, abovewhich δ13C values begin to showamarkednegative trend into themain CIE. The peak-PETM interval is taken from200.88 mbsf through the
interval with distinctively low δ13C values up to 200.62 mbsf.
126 T. Dunkley Jones et al. / Earth-Science Reviews 125 (2013) 123–145or the start of high-resolution sampling. Establishing strictly compara-
ble pre-PETM stratigraphic intervals between sites is not feasible at
present, and would unnecessarily limit the number of data points.
3. The peak-PETM interval is identiﬁed as extending stratigraphically
upwards from the point at which PETM excursion values have been
established in all surface ocean proxy records at a given locality.
Again, this overcomes some of the problems of diachrony between
palaeotemperature and δ13C records during the onset of the PETM
perturbation. The length of peak-PETM conditions is harder to con-
strain but in this study the top of the peak-PETM interval is normally
taken at the level where δ13C begins to consistently return to more
positive values in any phase — i.e. at the ﬁrst sign of δ13C recovery
as measured in any phase/taxa.
The compilation of the bottom-water temperature records of the
PETM uses the existing Nunes and Norris (2006) pre-PETM and “CIE
plateau” intervals to represent pre- and peak-PETM conditions. It is
also based on their existing compilation of Nuttallides truempyi δ18O
values, updated with isotope data from other species and the New
Jersey shelf sites as well as available benthic foraminifera Mg/Ca data.
2.2. Sea surface temperature estimation
Currently available geochemical proxy estimates of near-surface
ocean temperatures during the PETM are based on three methodologies:
the oxygen isotope composition (δ18O) andmagnesium/calcium (Mg/Ca)ratios of the calcite tests of planktic foraminifera and the composition of
organic tetraether lipids produced by marine Thaumarchaeota (GDGT-
based proxies). Each of these methodologies has its own particular
advantages and difﬁculties in determining accurate temperature
estimations across the PETM. All of them have been subject to either a
recalibration (Kim et al., 2010), a reassessment of the assumed values of
seawater chemistry used to calculate temperature (for example Coggon
et al., 2010; Tindall et al., 2010; Roberts et al., 2011) or a newunderstand-
ing of the preservational biases on measured geochemistry (Pearson
et al., 2001; Sexton et al., 2006a; Pearson, 2012) since the original publi-
cation of much of the data. In particular, the relatively newGDGT-based
proxies, dating back to the original TEX86 proxy (Schouten et al., 2002),
have been subject to three signiﬁcant recalibrations in the past three
years (Kim et al., 2010), with the most appropriate version for recon-
struction of Paleogene palaeoclimates as the subject of ongoing discus-
sion (Hollis et al., 2012; Bijl et al., 2013). Alongside these recalibrations,
new GDGT-based palaeotemperature proxies have been proposed
that vary fundamentally from the original TEX86 proxy in the ratios of
tetraether lipids (GDGTs) used (Sluijs et al., 2006; Kim et al., 2010).
Given the evolution in the methodological understanding of these
approaches, quoting the original temperature estimates and PETM tem-
perature anomalies from the primary literature and making compari-
sons between studies spread over a decade or more, are somewhat
unsatisfactory. Here we present a consistent approach to each proxy
methodology, which was guided by three principles: ﬁrst, to focus on
the PETM temperature anomaly rather than the absolute temperatures
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of the background climate state); second, a consideration of the differ-
ent available proxy methodologies/calibrations where there is active
ongoing discussion; and third, to provide a synthesis of the underlying
geochemical data, such that it can be easily reanalyzed as andwhen cal-
ibrations develop. Below, we detail our approach to each of the proxy
methodologies used.2.2.1. Oxygen isotopes
For planktic foraminifera-derived δ18O temperature estimates we
used the calibration of Kim and ONeil (1997) for inorganic calcite, in
the form presented in Bemis et al. (1998).
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Fig. 5. Primary geochemical records across the PETM interval at ODP Site 865 Allison Guyot. Planktic foraminifera Mg/Ca data (top left/middle) from Tripati and Elderﬁeld
(2004); single specimen stable isotope data (top/middle right and bottom left/right) from Kelly et al. (1998). Planktic foraminifera stable isotope analyses across the onset of
the PETM are allocated to either pre- or peak-PETM conditions based on their δ13C values (N2.5‰ pre-PETM; b2.5‰ peak-PETM). Yellow diamonds on δ13C/δ18O cross-plots
(bottom) represent mean values and the vertical/horizontal bars represent two standard deviations of the data. Pre- and peak-PETM intervals for the analysis of Mg/Ca data
are based on the observed PETM Mg/Ca anomaly across all three planktic foraminifera species analysed. We use the intervals from 103.50 to 103.02 mbsf to represent pre-
PETM and 102.83 to 102.5 mbsf to represent peak-PETM conditions. These provide reasonable sample populations (n = 6–9), bracket samples with relatively stable pre- or
peak-PETM Mg/Ca ratios and avoid the zone of mixing at the onset of the PETM.
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for the symbiotic planktic foraminifera Orbulina universa (Bemis et al.,
1998), and has a very similar gradient to both these equations and
other commonly used calibrations (Bemis et al., 1998). For all locations
we use the latitudinal correction of Zachos et al. (1994) to estimate the
oxygen isotopic composition of local seawater (δ18Osw) and apply a
VSMOW to VPDB correction of −0.27‰. As an estimate of calibration
error for planktic foraminifera, we use ±0.7 °C derived from the low
light calibration of Bemis et al. (1998).
Using the δ18O composition of planktic foraminifera to estimate the
PETM temperature anomaly relies on the unlikely assumption that
there is little change in the local oxygen isotopic composition of seawa-
ter across this event. An intensiﬁed hydrological cycle under warming
conditions is likely to increase latitudinal oxygen isotope gradients
and continental margin sites may be inﬂuenced by increased continen-
tal freshwater runoff (Zachos et al., 2006). The inference of signiﬁcant
changes in open ocean salinity across the PETM based on coupled δ18O
and Mg/Ca thermometry (Zachos et al., 2003; Tripati and Elderﬁeld,
2004), may however, be overestimated due to the damping of thePETM δ18O anomaly in poorly preserved foraminifera. In the initial pre-
sentation of temperature proxy data, we do not factor in any estimate of
the size or direction of PETM salinity perturbations – based on either
modelled δ18Osw/salinity or geological evidence – and their potential
effects on δ18O temperature estimates. Instead this is one of several fac-
tors, discussed later, which has the potential to either damp or enhance
the proxy estimates of the PETM anomaly.
2.2.2. Mg/Ca ratios
The temperature dependent fractionation of Mg into foraminiferal
shell carbonate during growth has become a standard palaeothermo-
meter, especially in Quaternary palaeoceanography, where changes in
seawater Mg/Ca ratios (Mg/Casw) diverge little from modern values
(Elderﬁeld et al., 2012). In deeper-time applications, the use of forami-
niferal testMg/Ca (Mg/Catest) to determine absolute palaeotemperature
estimates is problematic due to strongly divergent reconstructions of
early Cenozoic Mg/Casw (see discussions in Broecker and Yu, 2011;
Coggon et al., 2011; Evans and Müller, 2012), the potential for signiﬁ-
cant variability in the magnesium partition coefﬁcient (DMg) with
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Fig. 6. Bulk organic δ13C andGDGT-based temperature records forODP Site 1172 (top) and
IODP Site M0004A, ACEX site (bottom). In both cases pre- and peak-PETM intervals are
based on δ13C stratigraphy. ODP Site 1172 data from Sluijs et al. (2011); ACEX data from
Sluijs et al. (2006). Pre-PETM interval in ODP Site 1172 taken between 612.61 and
612.20 mcd where both δ13C and GDGT-based temperature estimates are stable and
showing pre-PETM values. Peak-PETM interval is taken across the interval with most
negative and roughly stable δ13C between 611.82 and 611.64 mcd. At the ACEX site the
pre-PETM interval is taken between 388.61 and 390.71 mcd at the base of the studied
section; this excludes three δ13C and GDGT analyses at the top of core 32X, which are
within a zone of drilling disturbance and include an anomalously low δ13C value. The
peak-PETM interval is taken between 386.10 and 383.22 mcd, across the poorly recovered
core 31X and into the base of core 30X. This is the interval with relatively stable peak
excursion values of both δ13C and GDGT-based temperature estimates.
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and the effect of changing oceanic carbonate ion saturation state on
Mg/Catest (see Yu and Elderﬁeld, 2008 and references therein). Tempo-
ral changes in DMg may in fact, be responsible for the divergence in es-
timates of early Cenozoic Mg/Casw derived from coupled δ18O-Mg/Ca
palaeothermometry assuming invariant DMg with Mg/Casw (Lear et al.,
2002; Sexton et al., 2006a; Creech et al., 2010) and nearly all other inde-
pendent proxy and modelling estimations of the Cenozoic evolution of
Mg/Casw (Stanley and Hardie, 1998; Lowenstein et al., 2001; Horita
et al., 2002; Berner, 2004; Dickson, 2004; Demicco et al., 2005; Coggon
et al., 2010; Ries, 2010; Higgins and Schrag, 2012). As Evans and
Müller (2012) note, the potentially incorrect assumption of invariant
DMg with Mg/Casw can be counteracted by the assumption of unrealisti-
cally high Paleogene Mg/Casw.
Even given the double uncertainty in both the value of DMg for
planktic/benthic foraminiferal calcite and Mg/Casw during the early
Paleogene, the form of the test calcite Mg/Ca — temperature equation
is such that temperature anomalies over short timescales (b1 Ma),where Mg/Casw is assumed to be constant, remains independent of
both DMg and Mg/Casw. Here we use the multi-species sediment trap
calibration of Anand et al. (2003), modiﬁed to include variable DMg
with changing Mg/Casw following the discussion in Evans and Müller
(2012), such that ancient calciﬁcation temperature can be calculated:
T ¼ 1
A
ln
Mg=Cað Þ f
B
 Mg=Cað Þsw
 H
Mg=Cað Þsw′
 H
 !
ð2Þ
where (Mg/Ca)f is the Mg/Ca ratio recorded in ancient foraminiferal
calcite; (Mg/Ca)sw and (Mg/Ca)sw′ are the Mg/Ca ratios of modern and
ancient seawater respectively; A and B are the standard Mg/Ca-
temperature calibration constants, for the Anand et al. (2003) calibration
A = 0.09, B = 0.38. This assumes that there is a power law dependence
of test Mg/Ca with changing Mg/Casw with power component, H (Evans
and Müller, 2012). Although there are, as yet, limited constraints on
the appropriate value of H to be used in deep-time palaeothermometry,
we use an indicative value of H = 0.42, following the reanalysis of
modern culture studies of Globigerinoides sacculifer (Hasiuk and
Lohmann, 2010). We use a modern seawater value of 5.15 mol/mol
and a latest Paleocene value of 2 mol mol−1, which is broadly in line
with the range of estimates of early Paleogene Mg/Casw that are not
derived from paired δ18O-Mg/Ca palaeothermometry. Where plotted we
use the calibration error of ±1.13 °C (Anand et al., 2003).
2.2.3. GDGT-based palaeothermometry
Since being deﬁned by Schouten et al. (2002), the TEX86 proxy,
based on relative abundances of archaeal tetraether lipids produced
by marine Thaumarchaeota, has produced a number of key Paleogene
sea surface palaeotemperature data sets (e.g. Pearson et al., 2007;
Sluijs et al., 2008; Bijl et al., 2009) including four detailed reconstruc-
tions of SSTs across the PETM (Sluijs et al., 2006; Zachos et al., 2006;
Sluijs et al., 2007b; Sluijs et al., 2011). There is, however, ongoing debate
over the most accurate GDGT-based proxy and calibration to apply to
Paleogene warm climates (Liu et al., 2009; Keating-Bitonti et al., 2011;
Hollis et al., 2012; Bijl et al., 2013; Schouten et al., 2013), with linear
TEX86 calibrations (Schouten et al., 2002; Schouten et al., 2003; Kim
et al., 2008) generally regarded as producing very high estimates of
SSTs, especially in the high-temperature range (N30 °C) (Liu et al.,
2009; Schouten et al., 2013).
The most recent calibration study proposed two GDGT-based SST
proxies; one calibrated to a global core top data set (TEX86L ) and the
other to a data set that excluded the polar oceans (TEX86H ) (Kim et al.,
2010). This was justiﬁed on the basis that the Modern polar ocean
GDGT distributions are systematically different from those in the global
ocean. It was proposed that TEX86H be applied in regions where SSTs ex-
ceed 15 °C, while TEX86L was more appropriate in lower temperature
palaeoenvironments. A recentmulti-proxy comparison study has, how-
ever, argued that TEX86L records SSTs more accurately than TEX86H , even
at temperatures above 15 °C, in the Paleogene Southern Ocean (Hollis
et al., 2012). TEX86H palaeotemperatures from the same site across the
Middle Eocene Climatic Optimum (MECO) are, however, consistent
with UK,37 estimates (Bijl et al., 2010). We refer to an extensive review
paper for further discussion of GDGT-based proxies (Schouten et al.,
2013).
For ODP Site 1172 and the New Jersey sites, we present GDGT-
based SST data based on all three of the most recently proposed
and calibrated proxies, TEX86H (GDGT index-2), TEX86L (GDGT index-
1) and the recalibrated form of 1/TEX86, as detailed in Kim et al.
(2010). For the Arctic Site IODP M0004A we only show TEX86′ (Fig. 5),
a slightly modiﬁed ratio of GDGT isomers derived to deal with anoma-
lously high concentrations of theGDGT-3 isomer found in the uppermost
Paleocene at this site (Sluijs et al., 2006; Sluijs et al., 2009). The detailed
presentation of temperature records based on all three GDGT proxies at
ODP Site 1172 and the New Jersey sites, allows for an assessment of
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and the identiﬁcation of problematic samples or environments for this
approach; (2) a comparison of GDGT-based proxies with other proxy
methodologies in the estimation of absolute temperatures; and, (3) the
variation between GDGT-proxies in estimating themagnitude of climate
anomalies such as the PETMwarming.We use calibration errors of±2.5,
4.0 and 5.4 for TEX86H , TEX86L and 1/TEX86 respectively (Kim et al., 2010)
and ±2.0 for TEX86′ (Sluijs et al., 2009).2.3. Bottom water temperature estimation
Geochemical analyses carried out on the test calcite of calcareous
benthic foraminifera across the PETM were collated from a total of
sixteen sites (DSDP Sites 213, 401, 525, 527, 549; ODP Sites 690, 738,
865, 1051, 1209, 1220, 1258, 1263, the New Jersey drill cores from
Wilson Lake and Bass River and the Alamedilla section in southern
Spain). Temperature estimates are based upon both oxygen isotope
and Mg/Ca analyses. Data is predominantly from the Nunes and
Norris (2006) compilation of stable isotope data measured on the
cosmopolitan foraminifera Nuttallides truempyi. We have added stable
isotope data from the genera Oridorsalis (ODP Sites 1051 and 1263)
(Katz et al., 2003; McCarren et al., 2008), Bulimina (ODP Site 865)
(Thomas et al., 2000) and Cibicidoides (Wilson Lake and Bass River)
(Zachos et al., 2006; John et al., 2008). It is very likely, however, that
the “Cibicidoides” records fromWilson Lake, are actually amixed assem-
blage dominated by analyses of Anomalinoides (Stassen et al., 2012).We
have also included benthic foraminifera Mg/Ca from DSDP Site 527 and
ODP Sites 865 and 1209 (Tripati and Elderﬁeld, 2005).
Bottom water temperature estimates from foraminiferal δ18O mea-
surements were calculated using the same Kim and ONeil (1997) cali-
bration for inorganic calcite used for planktic foraminifera above.
Following Sexton et al. (2006b) and Katz et al. (2003), we correct both
Cibicidoides spp. and Nuttallides truempyi to Oridorsalis spp., which is
assumed to calcify in equilibrium. The correction factor of +0.28‰ is
applied to Cibicidoides spp. δ18O values (Katz et al., 2003) and
+0.35‰ for N. truempyi (Sexton et al., 2006b); no correction is applied
to Bulimina δ18O. For all locations we use a uniform oxygen isotopic
composition of seawater (δ18Osw) of −1‰ for an ice free world and
apply a VSMOW to VPDB correction of−0.27‰.
The Oridorsalis umbonatus calibration of Lear et al. (2002) was used
to estimate temperatures from mixed species benthic foraminifera
Mg/Ca data. Modiﬁed for a variable magnesium partition coefﬁcient
withMg/Casw this takes the same form as Eq. (2) above, butwith values
of A and B of 0.114 and 1.008 respectively. The original Mg/Ca data of
Tripati and Elderﬁeld (2005) was already normalised to O. umbonatus
by Tripati and Elderﬁeld (2005) using Lear et al. (2002). To determine
an estimate of the power law component, H, for O. umbonatus, in the
early Paleogene oceans, we follow the method of Evans and Müller
(2012) using the coupled δ18O-Mg/Ca thermometry at 49 Ma of Lear
et al. (2002). We modify their solution slightly by using the original
δ18O-palaeotemperature estimate of 12.4 °C (Lear et al., 2002) and
assume a Mg/Casw of 2 mol mol−1 rather than 1.6 mol mol−1 (Evans
and Müller, 2012). This yields an H value of 0.5, which is only slightly
lower than the range 0.52–0.54 derived by Evans and Müller (2012).
Again it should be noted that PETM temperature anomalies calculated
on the basis of benthic foraminiferal Mg/Catest are independent of the
assumed value of both H and Mg/Casw.
The Mg/Ca-based temperature estimates presented here are no more
well constrained than previous estimates, and this uncertainty will re-
main until estimates of early Paleogene Mg/Casw begin to converge.
They do demonstrate, however, that realistic surface and intermediate
water temperatures can be achieved with much lower estimates of
Mg/Casw than previously used in deep-time palaeoceanography, as
long as the effect of a variable magnesium partition coefﬁcient is fac-
tored into these calculations.2.4. Model derived temperature estimates
Climate model realisations under early Eocene boundary conditions
were undertaken with the UKMet Ofﬁce GCM, HadCM3L. These are the
same suite of simulations as described in Lunt et al. (2010) and Tindall
et al. (2010). In summary the model is run with a solar constant 0.4%
less than the modern, an early Eocene topography and bathymetry of
Markwick (2007), no land ice, generic grassland across the land surface,
lakes in appropriate regions and a runoff routing scheme based on the
model orography. Results presented here are taken from four early
Eocene simulations with atmospheric CO2 prescribed at ×1, ×2, ×4,
and ×6 pre-industrial values (i.e., 280, 560, 1120, and 1680 ppm). All
early Eocene simulations were initialized from the end of a run with
×3 pre-industrial CO2 (840 ppmv), which in turn was initialized with
zonally-symmetric ocean temperatures and salinity distribution, zero
ocean velocity and a modern atmospheric state. After initialization,
each early Eocene simulation was run for more than 3400 years. The
surface temperatures are based on the average climatology of the ﬁnal
100 years of these simulations.
2.5. Proxy-model comparisons
A potentially signiﬁcant source of error in deep-time climate model/
proxy data comparisons can arise fromdivergent or erroneous palaeogeo-
graphies of model and proxy data (see discussion in Huber and
Caballero, 2011). Relevant to this study are (1) the use of signiﬁcantly
different palaeogeographic reconstructions for themodel conﬁguration
andproxy data palaeolocations, for example the location of sites relative
to continental margins and ocean gateways; and, (2) absolute errors in
the palaeogeographic reconstruction of proxy data locations — e.g. an
error in the latitude, longitude or the assumed representative ocean
depth (surface, mixed layer, thermocline) of a proxy measurement.
Given the effort required to conﬁgure a high resolution AOGCM to
palaeogeographies signiﬁcantly different from the modern, basic
model conﬁgurations do not update quickly to revised palaeogeo-
graphic reconstructions. The model palaeogeography of HadCM3L
used here is based on the early Eocene palaeogeographic reconstruction
of Markwick (2007) and is the same conﬁguration as used in Tindall et
al. (2010), Lunt et al. (2010) and Dunkley Jones et al. (2010).
For consistency with recent Eocene climate modelling studies
(Huber and Caballero, 2011; Lunt et al., 2012) all palaeolocations of
marine proxy data points are calculated using the GPLATES software
and the plate model of Müller et al. (2008). A comparison between
the HadCM3L palaeogeography based on Markwick (2007) and the
GPLATES reconstruction of continental outlines as well as the locations
of proxy data at 55 Ma is shown in Fig. 1. The two palaeogeographies
are comparable in all features of the major ocean basins, including
the width of key gateways (Tethys, Tasman Gateway, Drake Passage,
Panama) and geometry of the central and South Atlantic. There is
some discrepancy in the palaeolatitude of the Indian subcontinent,
which is reconstructed in a more northerly position under the plate
rotations of Müller et al. (2008). Given there are no proxy data for SST
conditions in the Indian Ocean, this has no signiﬁcant effect on model-
data comparisons.
When undertaking the model-data comparison, we explicitly con-
sider uncertainty associated with the assignment of a model depth to
proxy data and the potential for latitudinal/longitudinalmismatches be-
tween data and model reference frames. This is achieved by comparing
each proxymeasurement with an array of model temperatures, centred
on the reconstructed palaeolocation and most likely depth level. For
GDGT-proxies, assumed to represent true sea surface temperatures
(Kim et al., 2010), the array is formed of the top two model layers
(5 m and 15 m); formixed-layer dwelling planktic foraminifera species
(Acarinina and Morozovella; Norris, 1996) we used data from model
layers centred on 25, 35, and 50 m; for thermocline-dwelling foraminif-
era (Subbotina; Norris, 1996) we use model layers 140 and 200 m.
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and thermocline-dwelling species and do not account for spatial vari-
ability in the depth of the thermocline, amore sophisticated comparison
is hampered by the loss ofmodel resolution at depths below200 m. This
approach is, however, an improvement on a simple comparison to a sin-
gle sea surface temperature, by attempting some consideration of the
thermal gradients in the upper ocean thermocline. Around any proxy
data palaeolocation, the array of model data also includes temperatures
from appropriate depth layers in the adjacent model grid cells to the
north, south, east and west of the central cell. Where 2-layers are con-
sidered, this results in an array of 10 spatial localities (2 depths at 5
points) and 15, when three depths are considered. 100-year seasonal
mean temperature data was then extracted from each of these points
for each three-month season (JJA, SON, DJF, MAM; see Section 2.4
below).
In addition to the palaeogeographic and depth uncertainties, we ex-
plicitly consider model temperatures from all four seasons (JJA, SON,
DJF, MAM) to address potential proxy data biases to a particular season
of production. This ismost likely to affectmid- to high latitude locations
where there is a strong seasonality in surface ocean biological produc-
tivity that may determine both the ﬂux and species composition of
planktic foraminifera (Žarić et al., 2005; Chapman, 2010) and the trans-
port efﬁciency of Thaumarchaeota to marine sediments (Kim et al.,
2010). For each proxy data location an array of data was extracted
from the model formed of the three-month seasonal averaged temper-
atures (JJA, SON, DJF, MAM) at all of the depths and spatial locations de-
scribed above. In total this produced data arrays of either 40 (for 2 depth
layers) or 60 (3 depth layers) model temperatures. At ODP 1172 the
model grid box to the south of the site's palaeolocation was terrestrial
resulting in a slightly reduced data array (32 points).
3. Results
The primary geochemical and palaeotemperature proxy data are
shown in Figs. 2–6. The pre- and peak-PETM intervals used in this
study are also highlighted. Original depth or composite depth scales
have been used to present temperature proxy data alongside the associ-
ated carbon isotope stratigraphy. Figures also include the extent of
the pre-PETM (blue) and PETM (orange) intervals used here. Palaeo-
temperatures were then calculated from this geochemical data, as
outlined above for the different proxies, and mean temperature esti-
mates calculated for the pre- and peak-PETM intervals. These mean
values, togetherwith the standard deviations and number of data points
in each interval, are listed in Table 1, and provide some quantiﬁcation of
variability and the time resolution of samples within each stratigraphic
interval.
In the following we discuss: (1) the complexities of multi-species
foraminifera records from ODP Sites 690 and 865; (2) the application
of the various GDGT proxy methods across the PETM; and (3) planktic
foraminifera preservation and paired δ18O and Mg/Ca records from
deep-ocean sediments.
3.1. Multi-species foraminiferal records from ODP Sites 690 and 865
The PETM carbon isotopic excursion was ﬁrst recognised in cores
from ODP Sites 689 and 690, on Maud Rise in the Weddell Sea of the
Southern Ocean (Kennett and Stott, 1990). These same cores have sub-
sequently been used for many of the classic studies of the PETM event
(Kennett and Stott, 1991; Thomas and Shackleton, 1996; Thomas
et al., 2002). The detailed single specimen analyses of Thomas et al.
(2002) (Fig. 4) document a complex transition interval at the onset of
the PETM, where specimens of Acarinina spp. consistently show excur-
sion values in both δ13C and δ18O, whilst specimens of Subbotina spp.
begin to show negative trending δ18O but maintain pre-excursion
values of δ13C. The reason for this pattern is still not understood
(Thomas et al., 2002; Stoll, 2005; Zachos et al., 2007) but for thepurposes of characterising pre-PETM and peak-PETM temperatures
we avoid using any data within this transition interval.
A second characteristic of theODP Site 690 record is a distinct shift in
the isotopic composition of Acarinina tests to heavier δ13C and lighter
δ18O values at 170.21 mbsf, ~25 kyr after the onset of PETM on the or-
bital age model of Röhl et al. (2007) (Fig. 4). We use this event to sepa-
rate the PETM into two intervals, “base-PETM” (~0–25 kyr) and “top-
PETM” (~25–50 kyr), which together represent the ﬁrst ~30% of the
PETM (Röhl et al., 2007), A cross-plot of the single specimen Acarinina
and Subbotina δ18O and δ13C data is shown in Fig. 4. The isotopic gradi-
ent between mixed-layer species Acarinina and the deeper-dwelling
Subbotina reﬂects the strength of the thermocline (δ18O) and the
balance between surface biological productivity and organic matter
remineralization with depth (δ13C) (John et al., in press). Prior to the
onset of the PETM this gradient is about 2‰ in δ13C and slightly less
than 1‰ in δ18O. Immediately after the onset of the CIE, during the
base-PETM, the isotopic gradient in both δ18O and δ13C between
Acarinina and Subbotina reduces dramatically to around 0.5‰. This
could be due to a transient break down in stratiﬁcation and enhanced
vertical mixing during the base-PETM (Thomas and Shackleton, 1996;
Thomas et al., 2000, 2002). Such a scenario is difﬁcult to reconcile
with records of phytoplankton assemblages indicating warming-
induced oligotrophy from the very base of the CIE at ODP 690
(Bralower et al., 2002). Instead, we suggest that this reduction in gradi-
ents is largely due to the depth-migration of surface-dwelling Acarinina,
towards the habitat of Subbotina during the initial phase of the PETM.
This collapse in isotopic gradients may have been enhanced by the
loss of photosymbionts by Acarinina during the PETM. Combined
depth-migration and loss of symbionts appears to be an integrated eco-
logical response to transient warming events (Kelly et al., 1996; Kelly
et al., 1998; Edgar et al., 2013). Symbiont bleaching and migration to
deeper habitats both result in negative δ13C and positive δ18O shifts in
planktic foraminifera test calcite. During the MECO bleaching caused a
negative δ13C perturbation in mid-size range Acarinina tests from ODP
Site 748 of ~1‰ (Edgar et al., 2013), similar in magnitude to the differ-
ence between high and low light experiments on modern symbiont-
bearingplanktic foraminifera (Spero et al., 1997). The effect of bleaching
on δ18O is more difﬁcult to assess from the geological record, but the
same culture experiments indicate that bleaching could cause a positive
shift in δ18O of ~0.3‰ (Spero et al., 1997) due to the loss of CO2 uptake
by the symbionts and the associated carbonate ion effect on oxygen
isotopes. During the “top-PETM” interval, above 170.21 mbsf, the δ13C
gradient between the two genera is restored to ~2‰ and the δ18O
gradient is increased to nearly 1.5‰, as Acarinina morphotypes re-
establish populations in the mixed-layer and reacquire photosymbiotic
algae. If this interpretation is correct, then using pre-PETM to base-
PETM intervals to characterise the CIE and peak-PETMwarming is likely
to result in an underestimate ofwarming and an overestimate of the CIE
due to the depth-migration of Acarinina in the early stages of the PETM.
The PETM record from ODP Site 865 Allison Guyot in the western
Paciﬁc is not ideal, with suggestions that the peak-PETM is missing or
condensed (Nunes and Norris, 2006) and evidence for sedimentmixing
through the onset of the event (Kelly et al., 1998). Nuttallides truempyi
isotope data from this site (Bralower et al., 1995) were excluded from
the Nunes and Norris (2006) compilation because of their low-
resolution and poor stratigraphic constraints. There are, however,
more detailed stable isotope records from both Cibicidoides and
Bulimina sp. that resolve a clear PETM CIE (Thomas et al., 2000). We
have decided to consider the planktic foraminiferal isotope and trace
metal data from this site for two reasons: (1) the analysis of numerous
single planktic foraminifera specimens across the onset of the PETM
(Kelly et al., 1998) allows the clear separation of specimens with pre-
and PETM δ13C values (see Fig. 5); and (2) the trace element data
from this site (Tripati and Elderﬁeld, 2004) resolve a PETM warming
anomaly that can be analysed to give some estimate of pre- and peak-
PETM conditions (Fig. 5). Foraminiferal preservation at this site is poor
Table 1
Summary near sea surface palaeotemperature estimates for the pre- and peak-PETM intervals.
Location Paleolatitude Paleolongitude Reference Proxy Species Pre-
PETM
stdv n Peak-
PETM
stdv n Temperature
anomaly
Average
T°C
Average
T°C
ΔT°C
ACEX 83.2 28.9 Sluijs et al. (2006) TEX86′ 18.6 0.73 12 22.4 0.45 10 3.9
Wilson Lake 38.2 −56.7 Zachos et al. (2006) δ18O A. soldadoensis 19.7 – 1 28.3 1.41 17 8.6
δ18O M. velascoensis – – – 29.9 1.28 14 –
δ18O Subbotina spp. 21.4 – 1 27.7 1.38 15 6.3
Zachos et al. (2006);
Sluijs et al. (2007a, 2007b)
TEX_H 28.2 0.79 28 35.7 0.51 7 7.5
1/TEX 27.4 0.72 28 33.5 0.36 7 6.0
TEX_L 21.5 0.88 28 30.5 0.62 7 9.0
0.0
Bass River 38.0 −56.1 John et al. (2008) δ18O Acarinina spp. 23.2 1.27 4 26.2 1.09 17 3.0
δ18O Morozovella spp. – – – 30.4 1.58 18 –
δ18O Subbotina spp. 22.2 1.79 8 26.0 2.16 15 3.7
Sluijs et al. (2007a, 2007b) TEX_H 30.0 0.64 22 35.5 0.37 32 5.4
1/TEX 29.0 0.55 22 33.3 0.27 32 4.3
TEX_L 23.4 1.11 22 29.0 0.65 32 5.7
ODP 1209 22.0 −162.0 Zachos et al. (2003) δ18O A. soldadoensisa 20.4 0.78 11 21.2 1.12 46 0.8
δ18O M. velascoensisa 20.6 1.15 22 22.5 0.96 76 1.9
Mg/Ca A. soldadoensis 29.4 0.18 4 33.2 0.80 15 3.9
Mg/Ca M. velascoensis 29.6 0.17 3 33.6 0.70 19 3.9
0.0
ODP 865 5.5 −143.9 Kelly et al. (1998) δ18O A. soldadoensisa 23.3 0.88 31 22.8 1.26 29 −0.6
δ18O A. sibaiyaensisa – – – 21.6 1.40 30 –
δ18O M. velascoensisa 22.2 0.74 73 22.2 1.38 20 0.0
δ18O M. allisonensisa – – – 20.5 1.39 52 –
Tripati and Elderﬁeld (2004) Mg/Ca A. soldadoensis 30.8 0.57 6 32.4 0.44 9 1.6
Mg/Ca M. velascoensis 30.6 0.41 6 31.9 0.42 8 1.3
Mg/Ca Subbotina spp. 29.5 0.21 6 31.8 0.84 9 2.4
DSDP 527 −31.1 −7.4 Thomas et al. (1999) δ18O Acarinina spp. 16.6 0.48 7 19.8 0.64 11 3.1
Tripati and Elderﬁeld (2004) Mg/Ca A. soldadoensis 28.7 0.35 13 31.1 0.09 2 2.4
Mg/Ca M. subbotinae 28.9 0.45 6 32.0 – 1 3.1
Mg/Ca Subbotina spp. 28.0 0.53 11 30.4 – 1 2.3
ODP 690 −65.4 0.5 Kennett and Stott (1991) δ18O Acarinina praepentacamerata 11.6 1.09 12 16.6 1.93 6 5.0
δ18O Subbotina patagonica 9.0 0.57 13 14.4 0.90 7 5.4
Thomas et al. (2002) δ18O Acarinina spp.a 11.1 1.48 55 16.0 1.72 55 5.0
δ18O - top PETM - 11.1 1.48 55 20.0 0.96 38 9.0
δ18O Subbotina spp.a 8.8 1.60 105 14.6 1.01 46 5.8
δ18O - top PETM - 8.8 1.60 105 14.0 1.47 39 5.2
ODP 1172 −64.6 159.3 Sluijs et al. (2011) TEX_H 25.9 0.27 8.00 31.8 0.66 6 5.9
1/TEX 25.2 0.26 8.00 30.5 0.53 6 5.3
TEX_L 22.4 0.28 8.00 25.9 0.65 6 3.5
a stable isotope analyses undertaken on single specimens.
132 T. Dunkley Jones et al. / Earth-Science Reviews 125 (2013) 123–145(Plate 1; Kozdon et al., 2011), and all resultant geochemical proxy data
should be treated with caution. Due to sediment mixing through the
PETM onset, planktic foraminifera stable isotope data are separated
into pre- and PETM analyses on the basis of their δ13C signature (pre-
PETM δ13C N 2.5‰; PETM b 2.5‰) rather than stratigraphic position.
Considering that the mean δ13C values of these two groups differ by
~3‰, it is probable that these analyses represent near to peak-PETM
conditions at this location. Due to the absence of excursion taxa prior
to the PETM, we only use data from the non-excursion taxa to assess
the temperature anomaly across the PETM. Excursion taxa could be in-
cluded to produce generic level isotope anomalies but it is clear that
there is a species-level differentiation in δ18O isotope values in both
genera during the PETM (Fig. 5), which would bias a generic-level esti-
mate of the PETM isotope anomaly. The records of A. soldadoensis andM.
velascoensis across the onset of the PETMmay themselves be somewhat
biased (enhanced CIE/damped Δδ18O) by the partial exclusion, depth-
migration and loss of symbionts within these taxa during the peak
PETM (Kelly et al., 1998). Isotopic analyses from the deeper-dwelling
Subbotina spp. show no clear excursion δ13C values (Bralower et al.,
1995; Kelly et al., 1998), possibly due to their ecological exclusion
during peak-PETM conditions (Kelly et al., 1998). These data are not
considered further but are available in the supplementary information.
The trace metal analyses at ODP Site 865, based on multiple
(10–20) foraminiferal tests picked from each sample interval
(Tripati and Elderﬁeld, 2004), are susceptible to sediment mixing andsignal attenuation across the onset of the PETM. Pre- and peak-PETM
intervals are based on the observed Mg/Ca anomaly across the planktic
foraminifera taxa analysed (A. soldadoensis,M. velascoensis and Subbotina
sp.) (Fig. 5). All three species showconsistently higherMg/Ca ratios above
102.83 mbsf, and we take the interval between 102.83 and 102.5 mbsf
to be representative of “peak-PETM” Mg/Ca ratios and 103.02 to
103.50 mbsf to represent pre-excursion Mg/Ca values. Benthic forami-
niferal Mg/Ca data in Tripati and Elderﬁeld (2005) are published as
species-speciﬁc analyses but the data provided with this are reported
as unidentiﬁed benthic foraminiferal analyses (NOAA NCDC: ftp://ftp.
ncdc.noaa.gov/pub/data/paleo/contributions_by_author/tripati2005b/
tripati2005b.txt). Here they are treated as a mixed benthic assemblage.
The PETM excursion in benthic foraminiferal Mg/Ca is more gradual
than the CIE onset recorded within Bullimina spp., with peak-PETM
Mg/Ca found ~15 cm above themost negative δ13C values. Tomaximise
the representation of peak-PETM conditions, this interval is selected
independently for isotope (102.88–102.98 mbsf) and Mg/Ca records
(102.75–102.9 mbsf). For reference the benthic foraminifera extinction
level is between 103.03 and 103.01 mbsf (Kelly et al., 1996; depth revi-
sion Ellen Thomas pers. comm., 2013).
3.2. GDGT-based palaeothermometry
To evaluate the consistency of behaviour between GDGT-proxies at
ODP Site 1172 and the New Jersey sites, we have plotted SST estimates
Plate 1. SEM images of PETM-aged planktic foraminifera from sites discussed herein. Images on each horizontal level aremagniﬁcations of the same specimen. Specimens are, in order top
to bottom: 1. Subbotina spp.; 2. juvenileMorozovella velascoensis/M. acuta; 3. Acarinina esnaensis or A. wilcoxensis; 4. A. wilcoxensis; 5.M. gracilis; 6.M. angulata.
133T. Dunkley Jones et al. / Earth-Science Reviews 125 (2013) 123–145from all three proxies against the values of both TEX86 and GDGT-1 in-
dices (Fig. 7). For plots against TEX86, SST estimates based on TEX86H
and 1/TEX86 – both based on theunderlying TEX86 index– simply follow
their respective calibration lines. SST estimates from TEX86L , however,
are derived from the index GDGT-1, and although showing a strong cor-
relation between SST and TEX86 also contains a degree of scatter pro-
duced by the differential behaviour of TEX86 and GDGT-1. For plots
against GDGT-1, the reverse is true, with TEX86L following its calibration
and TEX86H and 1/TEX86 displaying a broad trendwith some scatter. Ide-
ally, there would be a good correlation between the behaviour of TEX86
and GDGT-1 across temperature and palaeoenvironments; i.e. a mini-
mum of scatter in the plots shown in Fig. 7. This would reﬂect a strong
and dominant control by ocean temperature on the lipid structures pro-
duced by ancient marine Thaumarchaeota. For Bass River, Wilson Lake
and ODP Site 1172 the SST estimates from all three proxies behave in
a generally consistentmanner. The exception to this are four data points
below the onset of the PETM in Bass River (duplicate samples from
levels 358.83 m and 362.57 m), where, in comparison with surround-
ing data points, TEX86L produces anomalously high SST estimates by
~3 °C (points with SST estimates of N25 °C in the interval prior to the
PETM in Fig. 2). In Fig. 7, these points fall ~3 °C above the general
trend line of TEX86L SST estimates plotted against TEX86 (TEX86 values
between 0.7 and 0.75) and plot as anomalously low TEX86H and 1/TEX86
SST estimates when these are plotted against the GDGT-1 index
(GDGT-1 values between −0.32 and −0.30). Given that these points
are anomalous both with respect to TEX86H and 1/TEX86 estimates and
the surrounding TEX86L SST estimates, we interpret these anomalous
points as being caused by non-temperature related inﬂuences on theGDGT-1 index. A similar but less pronounced positive deviation
(~2 °C) in TEX86L estimates also occurs in two data points before the
onset of the PETM in ODP Site 1172 (Fig. 7; TEX86 values 0.68 and 0.69).
As noted in the original studies, the relationships between GDGT-
proxies from the Arctic Ocean ACEX site are more complex (Sluijs
et al., 2009). The TEX86 index does not show a clear warming trend
across the onset of the PETM (Fig. S2 of Sluijs et al., 2006). Sluijs et al.
(2006) attribute this to anomalously high concentrations of the GDGT-
3 isomer in Paleocene (pre-PETM) samples. For amore realistic estimate
of the magnitude of PETM warming, they therefore proposed the new
proxy TEX86′ that excluded the GDGT-3 isomer. It is important to note
that for samples that do not yield high GDGT-3 isomers, TEX86 and
TEX86′ provide almost identical values (Sluijs et al., 2006; Sluijs et al.,
2009). Moreover, contrary to most other records from across the
globe, ACEX TEX86 and TEX86′ values are within the modern calibration
and therefore yield much smaller calibration errors. Therefore, apart
from samples in the ACEX record that are accompanied by high terres-
trial lipid input as indicated from the BIT index (Sluijs et al., 2006),
there is no reason to treat absolute SSTs based on TEX86′ differently
than other records. However, SSTs in this region could be skewed to
summer values (Sluijs et al., 2006).
Given the relative consistency of GDGT-proxy behaviour at the New
Jersey shelf sites and ODP Site 1172, the question remains open as to
which index and calibration best represents both absolute SSTs at
these sites and thewarming anomaly across the PETM. The early Paleo-
gene proxy inter-comparison study of Hollis et al. (2012) in the South
west Paciﬁc suggests that TEX86L is most likely to represent SSTs in this
region but even these estimates may be biased towards summer rather
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SSTs, we plot the distribution of temperature estimates derived from
the δ18O composition of well-preserved specimens of the mixed-layer
planktic foraminifera Acarinina (shown as mean ± 1 standard devia-
tion and maximum/minimum values). These clearly show that TEX86L
SST estimates are in closest agreement with both pre- and peak-PETM
δ18O estimates, whilst TEX86H and 1/TEX86 estimates are ~5 °C warmer.
This temperature offset cannot be explained by poor preservation of fo-
raminifera at this location,which is generally good to excellent (Plate 1)
or errors in δ18Osw estimates,which in these shelf settings aremore like-
ly lower (less saline) than those used here, rather than being the ~1‰
heavier required to account for a ~5 °C cool-bias in δ18O SSTs. Large sea-
sonal variations in temperature is a possibility at these locations and is
discussed in Section 4.1.
Finally, we assess the variability in the PETM temperature anomalies
derived from the range of GDGT-proxies. The pattern of GDGT-derived
SST anomalies through the PETM at both the New Jersey sites and
ODP Site 1172 is relatively consistent between the different GDGT-
proxies (Figs. 2 & 6). The difference in themagnitude of PETMwarming
between these proxies is more clearly shown in Fig. 10. For the New
Jersey sites and ODP 1172, the warming derived from TEX86H is consis-
tently larger than that from 1/TEX86, which is simply a result of their
respective calibration equations and becomes more pronounced withincreasing temperature as their calibrations diverge. In contrast, the
anomalies derived from TEX86L vary from site-to-site with respect to
the other GDGT-proxies, with larger temperature anomalies at the
New Jersey sites and a smaller anomaly at ODP Site 1172 (Fig. 10).
This is apparent in subtle changes in the relative gradients between
TEX86L and the other two proxies in plots of SST against GDGT-1
(Fig. 7). This may be indicative of a more systematic control on GDGT-
proxy gradients with environment or latitude but demonstrating this
would require data from more locations.
3.3. Inﬂuence of planktic foraminifera preservation on
palaeotemperature estimates
A comparison of planktic foraminiferal δ18O and Mg/Ca-derived
temperatures estimates clearly shows the now widely recognised
cool-bias in δ18O-derived SSTs from deep-ocean sediments (Pearson
et al., 2001; Sexton et al., 2006a). This is particularly clear in the low
and mid-latitudes with δ18O derived temperature ~6–10 °C cooler than
Mg/Ca temperatures (DSDP Site 527, ODP Sites 865 and 1209; Fig. 8). Al-
though there is signiﬁcant uncertainty in both the estimate of early Paleo-
gene seawater Mg/Ca and the appropriate value of the magnesium
partition coefﬁcient, the values used here produce palaeotemperature
reconstructions from well-preserved Eocene planktic foraminifera that
135T. Dunkley Jones et al. / Earth-Science Reviews 125 (2013) 123–145are not inconsistent with δ18O reconstructions (cf. Sexton et al., 2006a;
reconstructed palaeotemperature using these parameters and shell cal-
cite Mg/Ca ratio of 4.5 mmol mol−1 is 31.9 °C). Given the extensive
work on the effects of diagenetic recrystallisation on δ18O composition
of planktic foraminifera (Pearson et al., 2001; Sexton et al., 2006a) and
a preservation mode typical of other mid- to low-latitude deep-ocean
locations (Plate 1), we consider δ18O derived temperature estimates
from all of these sites to be substantially cool-biased. Trace metal con-
centrations, and associated Mg/Ca-derived palaeotemperatures, appear
to be less impacted by diagenetic recrystallisation but there is little
understanding of the processes behind this observation.
The impact of diagenesis on δ18O records of transient temperature
perturbations, such as across the PETM, is more difﬁcult to quantify.ODP 865
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a temperature array that includes both spatial (one grid cell laterally and 2 or 3 depth layers —
comparison, including both 95% conﬁdence intervals derived from data variability within the pre
proxy methodology (blue/red error bars). In all cases the calibration uncertainty is signiﬁcantly laOne argument against a diagenetic bias on estimates of warming, pro-
posed by Zachos et al. (2003), is that the addition of deep-ocean diage-
netic calcite to foraminifera tests is likely to operate uniformly across
the whole PETM sequence, producing an offset in absolute temperature
estimates but not biasing the magnitude of short-term perturbations.
Diagenetic processes are now known to operate via pervasive micron-
scale recrystallisation throughout the foraminiferal test, rather than
the discrete addition of diagenetic calcite (Sexton et al., 2006a). The re-
sultant δ18O composition of the recrystallised test is thus on a mixing
line between its primary value and in situ deep-ocean diagenetic calcite,
depending on the extent of recrystallisation (Pearson et al., 2001). In
tests that have undergone signiﬁcant recrystallization, this will act to
damp a primary anomaly in δ18O. Examining the PETM records ofODP 1209
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136 T. Dunkley Jones et al. / Earth-Science Reviews 125 (2013) 123–145δ18O, it is notable that the sites with the worst planktic foraminiferal
preservation (ODP Sites 865 and 1209) show the smallest perturbations
in δ18O, which are inconsistent with Mg/Ca derived temperature anom-
alies from the same locations. As a conservative interpretation, we con-
sider these offsets between δ18O and Mg/Ca derived temperature
anomalies to be primarily due to poor test preservation rather than
any major changes in surface ocean δ18Osw and salinity (Zachos et al.,
2003; Tripati and Elderﬁeld, 2004).4. Discussion
In assessing the PETM temperature anomaly, we take an approach
that uses the characteristic response of an early Paleogene climate
model to CO2-driven warming to inform the interpretation of PETM cli-
mate proxy data and act as an interpolator of sparse data. The use of
model simulations to interpret the palaeoclimate proxy data aims to
better quantify the global mean surface temperature response on the
basis of spatially limited proxy data. In this section we ﬁrst describe
the model's site-speciﬁc response to CO2 forcing and use this to derivean indicative “PETM” temperature anomaly before discussing the
proxy records of PETM warming informed by the model responses.
4.1. Site-speciﬁc responses of HadCM3L to CO2 forcing
The site-speciﬁc SST responses of HadCM3L, at CO2 forcings of 1×,
2×, 4× and 6× pre-industrial CO2 (280 ppm), are shown in Fig. 8.
These temperature responses are taken from the data arrays outlined
in Section 2.4, which include spatial, depth and seasonal variability.
The mean and maximum to minimum range of these arrays, are
shown alongside proxy temperature estimates for pre- and peak-
PETM intervals. Notable features of these plots are: (1) the site-
speciﬁc nature of warming trends with increasing CO2; (2) the range
and variability of seasonality between sites; and, (3) the ﬁrst-order
comparison between model and proxy SST estimates.
Comparisons should be made with the warming trend observed be-
tween the highest CO2 simulations (4× and 6× CO2), where absolute
temperatures are closest to those of the pre-PETM proxy palaeo-
temperature estimates. The site-speciﬁc patterns of warming between
these simulations reﬂect the more general response of the model
 pre-PETM proxy
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and peak-PETM (top right) proxy SST estimates. 6× pCO2 simulations compared to pre-PETM (bottom left) and peak-PETM (bottom right) proxy SST estimates. SST difference 6x–4x
simulations normalised to a doubling of pCO2 (centre) compared against proxy estimates of the PETM temperature anomaly (ΔT). Proxy estimates plotted are as follows: ACEX —
TEX86′; Wilson Lake — 1/TEX86 and A. soldadoensis δ18O; Bass River — 1/TEX86 and A. soldadoensis δ18O; DSDP Site 527 and ODP Sites 1209 and 865 — mean values of M. velascoensis
and A. soldadoensisMg/Ca; ODP Site 690— A. soldadoensis δ18O using the “top PETM” interval as representative of peak-PETM conditions; ODP Site 1172 — TEX86L .
137T. Dunkley Jones et al. / Earth-Science Reviews 125 (2013) 123–145climatology, which depending on the accuracy of the model response
and ﬁdelity of the proxy records, may be present in palaeoclimate
proxy data. Brieﬂy, these are (1) a reduction in the magnitude of SST
warming of tropical to mid-latitude sites in the open ocean, speciﬁcally
DSDP Site 527 andODP Sites 865 and 1209, in response to the sameCO2-
driven radiative forcing at higher CO2 concentrations; (2) high SST sea-
sonality at the New Jersey sites on the north-west Atlantic continental
margin; (3) relatively high temperature sensitivity to CO2-forcing at
the Southern Ocean ODP Site 690; and, (4) seasonally asymmetric re-
sponse of the Arctic Ocean site to increasing CO2withmore pronounced
warming in the summer season. Given the caveats on the proxy data
discussed in various sections above, a comparison between proxy and
model temperature estimates (Fig. 8) clearly shows, (1) the cool-bias
in δ18O SST estimates at DSDP Site 527 and ODP Sites 865 and 1209;
(2) due to the large model seasonality of SSTs at the New Jersey sites,
all GDGT- and δ18O-based based proxy estimates for the pre-PETM fall
within the temperature envelopes of the 6×CO2 model simulation;
(3) GDGT-proxies are on the order of 10 °C warmer than even the
warm-season model temperatures at the high-latitude sites ODP 1172
and ACEX. Point 2) is important to consider if using proxy inter-comparisons to identify the most appropriate version of GDGT
palaeothermometry for deep-time applications. For 6×CO2 the
modelled seasonal range at the New Jersey margin sites is ~10 °C,
which is at the low end of the ~15 °C or greater seasonal SST range
over much of the New Jersey Shelf today (Yoder et al., 2002). If these
model results are genuinely indicative of the seasonal SST range of
this region during the early Paleogene then any of the GDGT-based
proxy estimates could be reconciled with δ18O-based SST estimates by
seasonal offsets in the productivity of planktic foraminifera and marine
archaeota.
Explaining the large mismatch in GDGT-proxy and model SSTs at
ODP Site 1172 in the high southern latitudes and the ACEX site in the
Arctic, is a critical challenge for understanding early Paleogene warm
climates. Although this mismatch betweenwarm proxy data and cooler
model SSTs is a persistent feature across early Eocene climate models
(Lunt et al., 2012), the scale of this offset is likely exacerbated by partic-
ular features of the HadCM3L conﬁguration and climatology. ODP Site
1172, in the western Tasman Sea, is the coldest modelled region at
this latitude in the Southern Ocean (Fig. 9), which is also a feature of
other AOGCM simulations (Hollis et al., 2012) but may be highly
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Eocene simulations (1500 ppm CO2) with the intermediate-complexity
UVicmodel, however, have both higher Southern Ocean SSTs in general,
of the order 10–14 °C, and do not show this cooler region on the east
Australian margin (Sijp et al., 2011). The authors attribute this to a
proto-East Australian Current, even with a closed Tasman Gateway,
that warms this region by 2–4 °C (Sijp et al., 2011) but this remains in-
consistentwith biogeographic patterns (Bijl et al., 2011). This difference
in model response between intermediate-complexity and AOGCMs is
important for understanding heat transport to the Southern Ocean in
warm climate states; the SST ﬁelds of intermediate-complexity models
are in better agreement with available proxy data but the reasons for
this are unclear. Even assuming the ~10 °C warmer Southern Ocean
SST ﬁelds of UVic and a summer bias of ~5 °C, model-proxy agreement
for ODP Site 1172 cannot be fully achieved. In the Arctic, a strong sea-
sonality in archaeal lipid production would place ACEX GDGT-proxy
estimates close to warm month mean terrestrial temperatures of over
18 °C (Eberle et al., 2010). Together with reconstructions of the Arctic
zero degree isotherm (Markwick, 2007), these re-emphasize that,
even at 6× CO2, these Eocene HadCM3L simulations have a persistent,
year-round cold-bias in the Arctic on the order of 5–10 °C.
4.2. Proxy- and model-based estimates of PETM warming
To estimate the site-speciﬁc CO2-driven warming in the model, we
calculate the temperature change between the 4× and 6× simulations
normalised to a doubling of CO2 concentrations. This metric is an ap-
proximation of the temperature anomaly between the 4× simulation
and the predicted response of amodel run at 8× CO2, if the temperature
sensitivity of all sites to GHG-forcing was constant across this range ofCO2. This is represented by the dashed line extensions to 8× CO2 in
Fig. 8 and the geographical pattern and magnitude of warming is
shown in Fig. 9.
Proxy-derived PETM temperature anomalies, estimated as the dif-
ference between mean pre- and peak-PETM temperatures, are shown
in Fig. 10 and Table 1. These are grouped by location and ranked by
the size of anomaly. There is signiﬁcant variability in temperature
anomalies between different proxy methods at almost all locations,
whilst the model responses are relatively uniform across depths (sur-
face, mixed-layer, thermocline). The variability in the temperature
anomaly estimated using the different GDGT proxies (discussed in
Section 3.2), which are derived from the same underlying set of GDGT
analyses, must arise from the form of the proxy and particular calibra-
tion used. The only site with a reasonably good independent proxy esti-
mate of warming to compare to the GDGT-proxies is Bass River, where
there are sufﬁcient pre-PETM Acarinina and Subbotina δ18O-derived
temperature estimates to deﬁne an anomaly. Here, the δ18O-derived
anomaly (3.0 and 3.7 °C for Acarinina and Subbotina respectively) is
smaller than any of the GDGT-proxy anomalies (4.3, 5.4 and 5.7 °C for
1/TEX86, TEX86H and TEX86L respectively). The difference between δ18O
and Mg/Ca-derived temperature anomalies at deep-ocean sites ODP
865 and 1209 of ~1–2 °C, is more easily accounted for by foraminiferal
test recrystallization signiﬁcantly damping the PETM perturbation in
δ18O. This was originally ascribed tomajor changes in open ocean salin-
ity across the PETM (Zachos et al., 2003; Tripati and Elderﬁeld, 2004),
but we attribute this to poor preservation. The magnitude of the uncer-
tainty of these estimates also approaches the difference between them.
The ﬁnal marked variation between proxy estimates of the tempera-
ture anomaly is at ODP Site 690, where, at 9 °C, the temperature anom-
aly between thepre-PETMand top-PETM interval in the single specimen
139T. Dunkley Jones et al. / Earth-Science Reviews 125 (2013) 123–145Acarinina spp. analyses of Thomas et al. (2002) is over 3 °C larger than
any other δ18O-derived estimate at this site. The possible upwards
depthmigration, from the thermocline tomixed layer, and reacquisition
of photosymbionts is the likely explanation for the coordinated shift in
δ18O and δ13C at the transition into the top-PETM interval. This is, how-
ever, unlikely to account for the large anomaly as measured from
the pre-PETM state to the top-PETM state because in both intervals
it seems likely that Acarinina dwelt in the mixed layer and was
photosymbiotic. A related ecological explanation is possible, such as
the post-PETM recolonization of the mixed-layer by a different popula-
tion of Acarinina with a signiﬁcantly lighter δ18O signature or altered
seasonality. Although this region does show one of the strongest
warming responses in HadCM3L (Fig. 9), a strong vertical stratiﬁcation
is not reproduced, with a differential warming between the mixed-
and deep-layers of HadCM3L of less than a degree (4.9 and 4.0 °C
respectively). Given the uncertainty in the ecological controls on the
Acarinina isotope record, and the consistent model prediction that
mixed- and deep-layer temperature anomalies should be similar within
a degree, we consider the deep-dwelling Subbotina record to provide a
more accurate estimate of warming at ODP Site 690, in the region of
5.2–5.8 °C.
Considering the speciﬁcs and limitations of the proxy data for each
site, we suggest that the following estimates of the PETM anomaly –
based on the available data – to be the most robust for each site: Mg/Ca
at DSDP Site 527 (~2–3 °C) and ODP Sites 865 (~1–2 °C) and 1209
(~4 °C); TEX86′ at ACEX (~4 °C); 1/TEX86 at the New Jersey margin0
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spp. δ18O atODPSite 690 (~6 °C). The estimate fromODP Site 865 is cer-
tainly compromised by very poor foraminifera preservation. Across all
the sites, however, these ﬁgures are somewhat lower, than previous es-
timates ofwarming at the PETM, for example the “5–9 °C” of Zeebe et al.
(2009). There is also a spatial variability in the proxy-derived estimates
of warming, which could be accounted for in three ways; (1) the larger
estimates of warming (e.g. ODP 690 and New Jersey sites) are closer to
the global response, whilst other sites are biased downwards by poor-
preservation, dissolution or incomplete records; (2) the larger estimates
of warming are biased upwards, for example by salinity effects on δ18O;
or, (3) the differential reﬂects the genuine spatial pattern of warming at
the PETM. Given the consistency of warming estimates between inor-
ganic and organic proxies at New Jersey, we consider the second expla-
nation unlikely. Obtaining higher quality proxy records in regions that,
in this analysis, show small magnitudes of warming, would help differ-
entiate between explanations 1 and 3.
In the absence of such new data, here we compare the proxy and
model-derived geographical patterns of warming (Fig. 10). The ranking
of sites by themean size of the proxy-derived PETM temperature anom-
aly, is largely consistent with site-to-site variation in model-derived
warming estimates. At the level of accuracy of the data, this is best de-
scribed as a division between the less responsive open-ocean tropical
to mid-latitude Paciﬁc and Atlantic Ocean sites, together with the Arctic
Ocean site versus the more responsive Southern Ocean (ODP 690 and
1172) and New Jersey shelf sites (see the clear separation of Paciﬁc/ 865, 1209  δ18O Minus all 527, 865, 1209
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Table 2
Summary bottom water palaeotemperature estimates for the pre- and peak-PETM intervals.
Site Paleolatitude Paleolongitude Paleodepth
(m)
References Temperature stdv n PETM x n ΔT
Pre-PETM PETM (ave)
Indian
DSDP 213 −30.38 79.26 3500 Nunes and Norris (2006) – – – 16.1 0.42 5 –
N. Atlantic
ODP 1051 28.90 −60.07 1500 Katz et al. (2003) 12.0 0.44 9 17.0 0.73 2 4.9
ODP 1051 Oridorsalis 1500 Katz et al. (2003) 9.1 0.57 4 14.9 0.63 8 5.9
ODP 1258 5.17 −41.81 2500 Nunes and Norris (2006) 15.7 0.81 3 21.8 0.18 3 6.1
DSDP 401 42.28 −10.95 2500 Nunes and Norris (2006) 13.0 0.45 4 16.2 0.71 11 3.2
DSDP 549 43.79 −14.97 2000 Nunes and Norris (2006) 14.0 0.86 6 19.6 0.52 4 5.6
Alamedilla, Spain 31.78 −5.00 1500 Lu et al. (1996) 14.6 0.18 9 18.2 0.30 3 3.6
Bass River Cibicidoides 38.03 −56.12 N100 John et al. (2008) 17.7 0.80 11 25.2 1.13 11 7.5
Wilson Lake Cibicidoides 38.17 −56.69 b100 Zachos et al. (2006) 17.5 1.00 5 25.7 1.69 27 8.2
S. Atlantic
DSDP 525 −36.29 −6.86 3000 Thomas and Shackleton (1996) 12.7 1.07 2 17.7 1.41 2 5.0
DSDP 527 −31.09 −7.38 3400 Thomas and Shackleton (1996) 12.8 0.66 4 18.0 0.00 2 5.3
Mg/CaDSDP 527mixed benthics −31.09 −7.38 3400 Tripati and Elderﬁeld (2005) 10.8 0.22 3 14.6 0.58 2 3.8
ODP 1263 −35.94 −6.84 1500 McCarren et al. (2008) 12.7 0.63 13 21.6 1.65 4 8.9
ODP 1263 Oridorsalis −35.94 −6.84 1500 McCarren et al. (2008) 11.3 0.30 2 22.3 0.63 8 11.0
Paciﬁc
ODP 865 Bulimina sp. 5.46 −143.85 1300–1500 m Thomas et al. (2000) 6.9 1.53 2 13.74 0.4 6 6.83
Mg/Ca ODP 865 mixed benthics 5.46 −143.85 1500 Tripati and Elderﬁeld (2005) 14.7 0.54 11 17.6 0.69 10 2.9
ODP 1209 22.00 −161.96 2500 Tripati and Elderﬁeld (2005) 10.6 0.49 5 12.0 0.46 6 1.4
ODP 1209 Mg/Ca Mixed benthics 22 −161.96 2500 Tripati and Elderﬁeld (2005) 12.1 0.40 17 13.8 0.45 11 1.7
ODP 1220 −3.08 −109.15 2900 Nunes and Norris (2006) 13.2 0.29 3 16.5 0.11 5 3.3
Southern Ocean
ODP 738 −61.98 79.24 1800 Lu & Keller (1993) 12.6 0.50 3 18.4 1.39 3 5.7
ODP 690 −65.4 0.5 2000 Stott et al. (1996); Kennett and Stott
(1990, 1991); Kelly et al. (2005);
Thomas et al. (2002); Nunes and
Norris (2006)
11.9 0.69 16 18.1 0.27 2 6.2
All measured on Nuttalides truempyi unless stated otherwise.
NB: Used O. umbonatus calibration of Lear et al. (2002) for all benthic Mg/Ca data. Mixed benthic Mg/Ca has already been normalised to O. umbonatus by Tripati and Elderﬁeld (2005).
140 T. Dunkley Jones et al. / Earth-Science Reviews 125 (2013) 123–145South Atlantic/Arctic sites versus N. Atlantic and Southern Ocean sites in
Fig. 10). This spatially heterogeneous response to GHG-forcing is to be
expected from our general understanding of the climate system
(Christensen et al., 2007) and is similar to other climate models of this
period (Winguth et al., 2010; Huber and Caballero, 2011). That the cli-
mate models produce a very similar spatial pattern of warming as the
proxy records is a critical point. It questions the assumption that the
highest recorded temperature anomalies are the most representative
of the global response, with other records biased downwards by strati-
graphic incompleteness or proxy data quality. Instead, this model-data
comparison implies at least some genuine spatial heterogeneity in the
patterns of warming. Palaeotemperature proxy data acquisition in
regions where the model predicts the smallest degrees of warming
would test this hypothesis.
In Fig. 11, we further investigate the consistency of the spatial pat-
terns of warming between proxy andmodel estimates, and the implica-
tions for estimates of global mean warming at the PETMwarming. Here
we continue to assume a constant sensitivity of the HadCM3L model, at
all locations analysed, beyond the 6× simulation. With this assumption
we ask at what level of forcing, and hence of global mean temperature
change in the model, are the sum of square residuals minimised be-
tween the proxy- and model-estimates of warming. This is undertaken
with three sub-sets of the near-sea surface proxy temperature data
presented here, ﬁrst with all the data, second without planktic forami-
nifera δ18O from sites most likely to be compromised by diagenetic
recrystallisation (DSDP Site 527 andODP Sites 865 and1209) andﬁnally
without any data, δ18O orMg/Ca, from these same sites. The striking fea-
ture of this analysis is that the inclusion or exclusion of this data – those
with the smallest proxy-derived temperature anomalies – has almost
no impact on the best-ﬁt model forcing and associated mean modelled
global warming. The best-ﬁt model warming to all of the data in thisanalysis is 4.3 °C, with modiﬁcation in data selection only having an
impact of ±0.05 °C. It might be thought that the exclusion of sites
with a small proxy temperature anomaly would increase global mean
warming in the best-ﬁt climate model analysis. Instead, consideration
of the site-by-site proxy and model temperature anomalies (Fig. 11
middle row) and the proxy-model residuals (Fig. 11 bottom row),
shows that there is very similar spread of proxy-derived temperature
anomalies around the model-derived anomalies at both the low end of
responsiveness (low proxy anomaly and low modelled anomalies) and
the high end of responsiveness (high proxy anomaly and highmodelled
anomaly). The exclusion of sites with low proxy data temperature
anomalies thus has very little effect on the overall best ﬁt. Further, on
this basis of this analysis and the available data, it is very difﬁcult to
argue for a global mean temperature anomaly in excess of 5 °C.4.3. Proxy records of intermediate water warming
In addition to the SST estimates presented above, an indication of the
magnitude of PETM temperature anomaly can be derived from interme-
diate to deep-water temperatures based on benthic foraminiferal δ18O
and Mg/Ca. These records can be compromised by the effects of deep-
ocean carbonate dissolution, incomplete recovery of the PETM and the
ecological exclusion of calcareous benthic foraminifera at the peak of
the event (Thomas, 1998, 2003). Depth-dependent variations in the se-
verity of dissolution and foraminifera assemblage changes can intro-
duce a systematic depth bias to the magnitude of the recorded PETM
temperature anomaly (McCarren et al., 2008). Spatial variability in the
extent of carbonate dissolution (Panchuk et al., 2008a, 2008b; Zeebe
et al., 2009) may introduce a similar systematic bias. Estimates of
warming based on benthic foraminiferal Mg/Ca ratios may also be
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141T. Dunkley Jones et al. / Earth-Science Reviews 125 (2013) 123–145damped by 1–2 °C due to reductions in the carbonate saturation state
(Tripati and Elderﬁeld, 2005).
The PETM temperature anomaly was estimated from the benthic fo-
raminiferal proxy data using the samemethodology as for the SST proxy
estimates (Table 2; Fig. 12). The minimum temperature anomaly is
recorded at the deep, northwest Paciﬁc site ODP 1209 on Shatsky Rise
(~2 °C), with relatively small warming also recorded in the eastern
equatorial Paciﬁc (ODP 1220). Sedimentation rates are very low at
ODP 1209,making it unlikely that peak-PETMwarming is fully recorded
at this site. Both of these sites were also located at palaeodepths of
greater than 2500 m (Bralower et al., 2002; Lyle et al., 2002) and togeth-
er may reﬂect a genuine damped response of Paciﬁc intermediate
and deep ocean to global warming. In contrast, sites on the New Jersey
shelf, in waters depths of b150 m (Gibson et al., 1993; van Sickel
et al., 2004), show some of the highest temperature anomalies. At
such shallow palaeodepths, benthic foraminifera temperature records
will be dominated by the seasonal dynamics of stratiﬁcation andmixing
of shelf-waters, rather than the wider patterns of warming in North
Atlantic intermediate waters.
From the North Atlantic to the Southern Ocean the majority of sites,
across latitudes, record warming on the order of ~5–6 °C, including the
North Atlantic (ODP 1051), the tropical South Atlantic (ODP 1258) and
the Southern Ocean (ODP 690 and 738). This intermediate water
warming is slightly higher than the estimate of global mean surface
temperature warming presented above. This is, however, likely driven
by enhanced warming in the high latitude regions from which theseintermediate waters are sourced. In this context, 5–6 °C intermediate
water warming is actually remarkably consistent with the ~6 °C
warming of the Southern Ocean simulated with a doubling of GHG forc-
ing. In two regions, the northeast and southeast Atlantic, the estimates
of warming from multiple sites are less coherent. First, in the northeast
Atlantic, the temperature anomalies fromDSDP Site 401 and Alamedilla
are ~2 °C less that that recorded at DSDP Site 549 (~5–6 °C). All three of
these sites are estimated to have been in bathyal depths of 2000–
3000 m during the PETM (Shipboard Scientiﬁc Party, 1979; Shipboard
Scientiﬁc Party, 1985; Lu et al., 1996). None of these sites have ideal re-
cords: at DSDP 549 there is ~1 m of carbonate dissolution during
the event (Nunes and Norris, 2006); foraminiferal preservation at
Alamedilla is poor, such that planktic foraminifera record almost no
δ18O excursion across the PETM (Lu et al., 1996); and rotary drilling at
DSDP Site 401 likely prevented full recovery of the PETM interval.
DSDP Site 549 was excluded from the Nunes and Norris (2006) compi-
lation because of anomalously low δ13C values attributed to diagenetic
overprinting. We suggest that the best available constraint on PETM
warming of northwest Atlantic intermediate waters is thus a minimum
estimate based on DSDP Site 401 (ΔT N3 °C).
In the southeast Atlantic, there is signiﬁcant variability in benthic fo-
raminifera δ18O anomalies between sites drilled in the vicinity ofWalvis
Ridge. PETM records from DSDP Leg 74 Sites, 525 (modern water depth
2467 m) and 527 (water depth 4435 m) are relatively low resolution
but both show clear negative δ18O anomalies, equivalent to ~5 °C
of warming. In contrast, large negative δ18O (and δ13C) anomalies,
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Fig. 13. 6x CO2 HadCM3L simulation mixed layer depths (left) and SST (right) for Austral summer (top) and winter (bottom).
142 T. Dunkley Jones et al. / Earth-Science Reviews 125 (2013) 123–145equivalent to ~9 °C of warming, are recorded in the benthic foraminif-
era Nuttallides trumpeyi and Oridorsalis umbonatus at the more recently
drilled ODP 1263 (water depth 2712 m). These anomalies exceed
the δ18O response at intermediate water far-ﬁeld sites to the south
(ODP 690) and north (ODP 1258) as well as the Leg 74 sites nearby.
McCarren et al. (2008) attribute this strong response to a potential
change in intermediate water sources from the southern high latitudes
to warm, nutrient-rich, oxygen depleted waters. Such a change is sup-
ported by the circulation responses of HadCM3L at high-levels of GHG-
forcing (Lunt et al., 2010) and independent redox proxies from the
South Atlantic (Chun et al., 2010). McCarren et al. (2008) show that
this large isotope anomaly can be damped with increasing palaeodepth
and intensity of carbonate dissolution. It is likely that the smaller anom-
aly recorded at the older, single hole at DSDP Site 525, at a similar water
depth to ODP 1263, is due to incomplete recovery of the PETM, given
similar problems at ODP Site 1263 that were only recognised with the
drilling of multiple holes (Shipboard Scientiﬁc Party, 2004).
In the pre-PETM interval, benthic foraminiferal δ18O andMg/Ca data
also provide a constraint on the minimum (cold season) surface tem-
peratures in the principal regions of high latitude deep-water forma-
tion. All δ18O-based pre-PETM intermediate water temperature
estimates from the Atlantic sector of the Southern Ocean (ODP 690)
and South Atlantic (DSDP 525, 527, ODP 1263) are all 12 °C ± 1 °C.
Given the pattern of austral winter mixed layer depths in the 6 × CO2
model simulation (Fig. 13), with the major locations of deep-water
formation in the Weddell Sea and Atlantic-Indian Ocean sectors of the
Southern Ocean, these benthic proxy temperatures (~12 °C) should re-
ﬂect winter-time SSTs in these regions. For the 6 × CO2 model runs
these austral winter SSTs are of the same order or slightly warmer
than reconstructed intermediate water temperatures in the Atlantic
and Southern Ocean. The agreement of both modelled winter surface
water and proxy intermediate water temperatures in the Atlantic and
Indian Ocean sectors of the Southern Ocean and between modelledmean annual and proxy (δ18O) surface water temperatures from ODP
Site 690 is a positive step forward in addressing problems of high-
latitude warm climate model-proxy mismatches. Most notable in
these model simulations is the N10 °C gradient in winter temperatures
between the Indo-Atlantic and the (higher latitude) Paciﬁc sectors of
the Southern Ocean. The most signiﬁcant model-data mismatches,
including the GDGT-data from ODP Site 1172 discussed herein and the
recently published early Eocene terrestrial temperature estimates
from the Wilkes Land margin (Pross et al., 2012; Bijl et al., 2013) are
both located in this overly cool Paciﬁc-sector in the model representa-
tions of the Southern Ocean.
5. Conclusion
This study presents a detailed reassessment of the existing marine
palaeotemperature estimates across the PETM hyperthermal event.
We are able to apply a consistent and up-to-date set of calibrations to
all published data. This provides the basis for a more rigorous compari-
son of the PETM temperature anomaly between records published over
the past two decades, fromwidely distributed locations. On the basis of
these recalculated PETM palaeotemperature estimates, we ﬁnd a range
of estimated near-sea surface PETM temperature anomalies, from al-
most no change (δ18O-based estimates fromODP Site 865) up to amax-
imum estimated warming of 9 °C (TEX86L at Wilson Lake and Acarinina
δ18O at ODP Site 690). Such face value estimates of PETM temperature
change must be treated with the utmost caution. All of these proxy-
based estimates of the PETM temperature anomaly are subject tomulti-
ple uncertainties and potential biases. Three critical uncertainties in
proxy temperature estimations are (1) the impact of foraminiferal
carbonate recrystallisation on δ18O and Mg/Ca temperature estimates,
especially in deep-ocean sediments; (2) the unconstrained variability
in local seawater δ18O across the event, critical for δ18O-derived palaeo-
temperatures; and, (3) ongoing signiﬁcant discrepancies in deep-time,
143T. Dunkley Jones et al. / Earth-Science Reviews 125 (2013) 123–145warm-climate SST estimates derived from different GDGT-based prox-
ies and calibrations.
The fundamental contention of this study is that the variability in
proxy estimates of PETM warming between different sites contains
some component of genuine spatial variability in warming at the
PETM. Here we have tried to deconvolve the relative inﬂuence of
proxy bias and the genuine patterns of warming by comparing the
proxy-derived pattern of PETM warming to the location-speciﬁc re-
sponse of early Eocene AOGCM simulations to greenhouse-gas forced
warming. This comparison clearly shows that the ﬁrst-order spatial
pattern of warming is consistent between the proxy-derived and
model-derived temperature anomalies. Further, that taking all proxy re-
cords into account, it appears unlikely that the globalmean surface tem-
perature anomaly across the PETM is in excess of 5 °C. Although this
estimate of mean global warming at the PETM may appear to be rela-
tivelymodest in relation to some of the larger PETMtemperature anom-
alies recorded at individual sites, as an estimate of the global surface
temperature response it represents a remarkably large climate anomaly.
For climate perturbations occurring on the ~10 kyr timescale it is, to
date, unequalled in the Cenozoic. If this assessment of the global tem-
perature anomaly proves to be relatively robust then, with reﬁned con-
trols on the PETM carbon cycle perturbation and carbon input, a more
accurate estimate of early Paleogene climate sensitivity is within reach.
Acknowledgements
This compilation would not have been possible without the great
generosity and support of numerous researchers who provided copies
of the primary geochemical data relevant to this project. In particular
we would like to thank Dick Norris, Tim Bralower, Debbie Thomas,
Ellen Thomas, Jim Zachos, Cedric John, Miriam Katz, Heather McCarren,
Harry Elderﬁeld and Aradhna Tripati. We thank Tim Bralower and an
anonymous reviewer for their helpful and constructive comments on
this manuscript. We especially thank Ellen Thomas for her informal
but detailed comments on this work. This project was supported by
the Natural Environment Research Council (NERC) grant The Dynamics
of the Palaeocene/Eocene Thermal Maximum. TDJ, AR and DS acknowl-
edge support from The Royal Society Dorothy Hodgkin (TDJ) and
University Research (AR, DS) Fellowships and AS acknowledges the
European Research Council under the European Community's Seventh
Framework Program for ERC Starting Grant 259627.
Appendix A. Supplementary data
Supplementary data to this article can be found online at http://dx.
doi.org/10.1016/j.earscirev.2013.07.004.
References
Anand, P., Elderﬁeld, H., Conte, M., 2003. Calibration of Mg/Ca thermometry in planktonic
foraminifera from a sediment trap time series. Paleoceanography 18 (2), 1050.
Bemis, B., Spero, H., Bijma, J., Lea, D., 1998. Reevaluation of the oxygen isotopic composi-
tion of planktonic foraminifera: experimental results and revised paleotemperature
equations. Paleoceanography 13 (2), 150–160.
Berner, R., 2004. A model for calcium, magnesium and sulfate in seawater over Phanero-
zoic time. American Journal of Science 304 (5), 438–453.
Bijl, P.K., Schouten, S., Sluijs, A., Reichart, G.-J., Zachos, J.C., Brinkhuis, H., 2009. Early
Palaeogene temperature evolution of the southwest Paciﬁc Ocean. Nature 461,
776–779.
Bijl, P.K., Houben, A.J.P., Schouten, S., Bohaty, S.M., Sluijs, A., Reichart, G.-J., Sinninghe
Damsté, J.S., Brinkhuis, H., 2010. Transient middle Eocene atmospheric CO2 and tem-
perature variations. Science 330, 819–821.
Bijl, P.K., Pross, J., Warnaar, J., Stickley, C.E., Huber, M., Guerstein, R., Houben, A.J.P., Sluijs,
A., Visscher, H., Brinkhuis, H., 2011. Environmental forcings of Paleogene Southern
Ocean dinoﬂagellate biogeography. Paleoceanography 26, PA1202.
Bijl, P.K., Bendle, J.A.P., Bohaty, S.M., Pross, J., Schouten, S., Tauxe, L., Stickley, C.E., McKay,
R.M., Röhl, U., Olney, M., Sluijs, A., Escutia, C., Brinkhuis, H., Expedition 318 Scientists,
2013. Eocene cooling linked to early ﬂow across the Tasmanian Gateway. Proceedings
of the National Academy of Sciences 110, 9645–9650.
Bralower, T.J., Zachos, J.C., Thomas, E., Parrow, M., Paull, C.K., Kelly, D.C., Silva, I.P., Sliter,
W.V., Lohmann, K.C., 1995. Late Paleocene to Eocene paleoceanography of theequatorial Paciﬁc-Ocean — stable isotopes recorded at ocean drilling program site-
865, Allison-Guyot. Paleoceanography 10 (4), 841–865.
Bralower, T.J., Premoli Silva, I., Malone, M.J., et al., 2002. Proceedings of the Ocean Drilling
Program, Initial Reports., 198. Ocean Drilling Program, College Station, TX.
Broecker, W., Yu, J., 2011.What dowe know about the evolution ofMg to Ca ratios in sea-
water? Paleoceanography 26, PA3203.
Chapman, M.R., 2010. Seasonal production patterns of planktonic foraminifera in the NE
Atlantic Ocean: implications for paleotemperature and hydrographic reconstructions.
Paleoceanography 25 (1), PA1101.
Christensen, J., B H., Busuioc, A., Chen, A., Gao, X., Held, I., Jones, R., Kolli, R.K., Kwon,W.-T.,
Laprise, R., Magaña Rueda, V., Mearns, L., Menéndez, C.G., Räisänen, J., Rinke, A., Sarr,
A., Whetton, P., 2007. Regional climate projections. In: Solomon, S., et al. (Ed.),
Climate Change 2007: The Physical Science Basis. Contribution of Working Group I
to the Fourth Assessment Report of the Intergovernmental Panel on Climate Change.
Cambridge University Press, Cambridge.
Chun, C.O.J., Delaney, M.L., Zachos, J.C., 2010. Paleoredox changes across the Paleocene–
Eocene thermal maximum,Walvis Ridge (ODP Sites 1262, 1263, and 1266): evidence
from Mn and U enrichment factors. Paleoceanography 25 (4), PA4202.
Coggon, R.M., Teagle, D.A.H., Smith-Duque, C.E., Alt, J.C., Cooper, M.J., 2010. Reconstructing
past seawater Mg/Ca and Sr/Ca from mid-ocean ridge ﬂank calcium carbonate veins.
Science 327, 1114–1117.
Coggon, R.M., Teagle, D.A.H., Dunkley Jones, T., 2011. Comment on “What do we know
about the evolution of Mg to Ca ratios in seawater?” by Wally Broecker and Jimin
Yu. Paleoceanography 26, PA3224.
Cramer, B.S., Miller, K.G., Barrett, P.J., Wright, J.D., 2011. Late Cretaceous–Neogene trends
in deep ocean temperature and continental ice volume: reconciling records of
benthic foraminiferal geochemistry (δ18O and Mg/Ca) with sea level history. Journal
of Geophysical Research 116 (C12023). http://dx.doi.org/10.1029/2011JC007255.
Creech, J.B., Baker, J.A., Hollis, C.J., Morgans, H.E.G., Smith, E.G.C., 2010. Eocene sea temper-
atures for the mid-latitude southwest Paciﬁc from Mg/Ca ratios in planktonic and
benthic foraminifera. Earth and Planetary Science Letters 299 (3–4), 483–495.
Cui, Y., Kump, L.R., Ridgwell, A.J., Charles, A.J., Junium, C.K., Diefendorf, A.F., Freeman, K.H.,
Urban, N.M., Harding, I.C., 2011. Slow release of fossil carbon during the Palaeocene–
Eocene thermal maximum. Nature Geoscience 4 (7), 481–485.
Cui, Y., Kump, L.R., Ridgwell, A.J., Charles, A.J., Junium, C.K., Diefendorf, A.F., Freeman, K.H.,
Urban, N.M., Harding, I.C., 2012. Constraints on hyperthermals — reply. Nature Geo-
science 5, 231–232.
DeConto, R.M., Galeotti, S., Pagani, M., Tracy, D., Schaefer, K., Zhang, T., Pollard, D.,
Beerling, D.J., 2012. Past extreme warming events linked to massive carbon release
from thawing permafrost. Nature 484 (7392), 87–91.
Demicco, R.V., Lowenstein, T.K., Hardie, L., Spencer, R.J., 2005. Model of seawater compo-
sition for the Phanerozoic. Geology 33 (11), 877–880.
Dickens, G.R., 2003. Rethinking the global carbon cycle with a large, dynamic and
microbially mediated gas hydrate capacitor. Earth and Planetary Science Letters 213
(3–4), 169–183.
Dickens, G.R., 2011. Methane release from gas hydrate systems during the Paleocene–
Eocene thermal maximum and other past hyperthermal events: setting appropriate
parameters for discussion. Climate of the Past 7, 1139–1174.
Dickson, J., 2004. Echinoderm skeletal preservation: calcite-aragonite seas and the Mg/Ca
ratio of Phanerozoic oceans. Journal of Sedimentary Research 74 (3), 355–365.
Dunkley Jones, T., Ridgwell, A., Lunt, D.J., Maslin, M.A., Schmidt, D.N., Valdes, P.J., 2010. A
Paleogene perspective on climate sensitivity and methane hydrate instability. Philo-
sophical Transactions of the Royal Society A 368, 2395–2415.
Eberle, J.J., Fricke, H.C., Humphrey, J.D., Hackett, L., Newbrey, M.G., Hutchison, J.H., 2010.
Seasonal variability in Arctic temperatures during early Eocene time. Earth and
Planetary Science Letters 296 (3–4), 481–486.
Edgar, K.M., Bohaty, S.M., Gibbs, S.J., Sexton, P.F., Norris, R.D., Wilson, P.A., 2013. Symbiont
‘bleaching’ in planktonic foraminifera during the Middle Eocene climatic optimum.
Geology 41 (1), 15–18.
Elderﬁeld, H., Ferretti, P., Greaves, M., Crowhurst, S., McCave, I.N., Hodell, D., Piotrowski,
A.M., 2012. Evolution of ocean temperatures and ice volume through the Mid-
Pleistocene climate transition. Science 337 (704), 704–709.
Evans, D., Müller, W., 2012. Deep time foraminifera Mg/Ca paleothermometry:
nonlinear correction for secular change in seawater Mg/Ca. Paleoceanography
27, PA4205.
Gibson, T.G., Bybell, L.M., Owens, J.P., 1993. Latest Paleogene lithologic and biotic events in
neritic deposits of southwest New Jersey. Paleoceanography 8, 495–514.
Hasiuk, F., Lohmann, K., 2010. Application of calcite Mg partitioning functions to the
reconstruction of paleocean Mg/Ca. Geochemica et Cosmochemica Acta 74 (23),
6751–6763.
Higgins, J.A., Schrag, D.P., 2012. Records of Neogene seawater chemistry and diagenesis in
deep-sea carbonate sediments and pore ﬂuids. Earth and Planetary Science Letters
357–358, 386–396.
Hollis, C.J., Taylor, K.W.R., Handley, L., Pancost, R.D., Huber, M., Creech, J.B., Hines, B.R.,
Crouch, E.M., Morgans, H.E.G., Crampton, J.S., Gibbs, S., Pearson, P.N., Zachos, J.C.,
2012. Early Paleogene temperature history of the Southwest Paciﬁc Ocean:
reconcilling proxies andmodels. Earth and Planetary Science Letters 349–350, 53–66.
Horita, J., Zimmermann, H., Holland, H., 2002. Chemical evolution of seawater during the
Phanerozoic: implications from the record of marine evaporites. Geochemica et
Cosmochemica Acta 66 (21), 3733–3756.
Huber, M., Caballero, R., 2011. The early Eocene equable climate problem revisited. Climate
of the Past 7, 603–633.
John, C.M., Bohaty, S.M., Zachos, J.C., Sluijs, A., Gibbs, S., Brinkhuis, H., Bralower, T.J., 2008.
North American continental margin records of the Paleocene–Eocene thermal maxi-
mum: implications for global carbon and hydrological cycling. Paleoceanography 23.
http://dx.doi.org/10.1029/2007PA001465.
144 T. Dunkley Jones et al. / Earth-Science Reviews 125 (2013) 123–145John, E.H., Pearson, P.N., Birch, H., Coxall, H.K., Wade, B.S., Foster, G.L., 2013. Warm ocean
processes and carbon cycling in the Eocene. Philosophical Transactions of the Royal
Society A (in press).
Katz, M., Katz, D., Wright, J., Miller, K., Pak, D., Shackleton, N., Thomas, E., 2003. Early Ce-
nozoic benthic foraminiferal isotopes: species reliability and interspecies correction
factors. Paleoceanography 18 (2), 1024.
Keating-Bitonti, C.R., Ivany, L.C., Affek, H.P., Douglas, P., Samson, S.D., 2011. Warm, not
super-hot, temperatures in the early Eocene subtropics. Geology 39 (8), 771–774.
Kelly, D., Bralower, T., Zachos, J., Premoli-Silva, I., Thomas, E., 1996. Rapid diversiﬁcation of
planktonic foraminifera in the tropical Paciﬁc (ODP Site 865) during the late Paleo-
cene thermal maximum. Geology 24 (5), 423–426.
Kelly, D., Bralower, T., Zachos, J., 1998. Evolutionary consequences of the latest Paleo-
cene thermal maximum for tropical planktonic foraminifera. Palaeogeography,
Palaeoclimatology, Palaeoecology 141 (1), 139–161.
Kelly, D.C., Zachos, J.C., Bralower, T.J., Schellenberg, S.A., 2005. Enhanced terrestrial
weathering/runoff and surface ocean carbonate production during the recovery
stages of the Paleocene-Eocene thermal maximum. Paleoceanography 20 (4).
Kennett, J.P., Stott, L.D., 1990. Proteus and Proto-Oceanus: ancestral Paleogene oceans as
revealed from antarctic stable isotopic results: ODP Leg 113. Proceedings of the
Ocean Drilling Program, Scientiﬁc Results 113, 865–880.
Kennett, J.P., Stott, L.D., 1991. Abrupt deep-seawarming, palaeoceanographic changes and
benthic extinctions at the end of the Paleocene. Nature 353 (6341), 225–229.
Kim, S., ONeil, J., 1997. Equilibrium and nonequilibrium oxygen isotope effects in synthet-
ic carbonates. Geochimica et Cosmochimica Acta 61 (16), 3461–3475.
Kim, J.-H., Schouten, S., Hopmans, E.C., Donner, B., Damste, J.S.S., 2008. Global sediment
core-top calibration of the TEX86 paleothermometer in the ocean. Geochimica et
Cosmochimica Acta 72 (4), 1154–1173.
Kim, J.-H., Meer, J.v.d, Schouten, S., Helmke, P., Willmott, V., Sangiorgi, F., Koç, N., Hopmans,
E.C., Damsté, J.S.S., 2010. New indices and calibrations derived from the distribution of
crenarchaeal isoprenoid tetraether lipids: implications for past sea surface temperature
reconstructions. Geochimica et Cosmochimica Acta 74 (16), 4639–4654.
Kozdon, R., Kelly, D.C., Kita, N.T., Fournelle, J.H., Valley, J.W., 2011. Planktonic forami-
niferal oxygen isotope analysis by ion microprobe technique suggests warm trop-
ical sea surface temperatures during the Early Paleogene. Paleoceanography 26
(3), PA3206.
Lear, C., Rosenthal, Y., Slowey, N., 2002. Benthic foraminiferal Mg/Ca-paleothermometry: a
revised core-top calibration. Geochimica et Cosmochimica Acta 66 (19), 3375–3387.
Liu, Z., Pagani, M., Zinniker, D., DeConto, R., Huber, M., Brinkhuis, H., Shah, S.R., Leckie,
R.M., Pearson, A., 2009. Global cooling during the Eocene–Oligocene climate transi-
tion. Science 323, 1187–1190.
Lowenstein, T., Timofeeff, M., Brennan, L., Hardie, L., Demicco, R., 2001. Oscillations in
Phanerozoic seawater chemistry: evidence from ﬂuid inclusions. Science 294,
1086–1088.
Lu, G.Y., Keller, G., 1993. The Paleocene Eocene Transition in the Antarctic Indian-Ocean -
Inference from Planktic Foraminifera. Marine Micropaleontology 21, 101–142.
Lu, G., Keller, G., Adatte, T., Ortiz, N., Molina, E., 1996. Long-term (105) or short-term (103)
d 13 C excursion near the Palaeocene–Eocene transition: evidence from the Tethys.
Terra Nova 8, 347–355.
Lunt, D.J., Valdes, P.J., Dunkley Jones, T., Ridgwell, A., Haywood, A.M., Schmidt, D.N.,
Marsh, R., Maslin, M., 2010. CO2-driven ocean circulation changes as an ampliﬁer
of Paleocene–Eocene thermal maximum hydrate destablization. Geology 38
(10), 875–878.
Lunt, D.J., Ridgwell, A., Sluijs, A., Zachos, J., Hunter, S., Haywood, A., 2011. A model for
orbital pacing of methane hydrate destabilization during the Palaeogene. Nature
Geoscience 4 (11), 775–778.
Lunt, D.J., Dunkley Jones, T., Heinemann, M., Huber, M., LeGrande, A., Winguth, A.,
Loptson, C., Marotzke, J., Tindall, J., Valdes, P., Winguth, C., 2012. A model-data com-
parison for a multi-model ensemble of early Eocene atmosphere-ocean simulations:
EoMIP. Climate of the Past 8, 1229–1273.
Lyle, M., Wilson, P.A., Janecek, T., et al., 2002. Proceeding of the Ocean Drilling Program,
Initial Reports, 199. http://dx.doi.org/10.2973/odp.proc.ir.199.113.2002.
Markwick, P.J., 2007. The palaeogeographic and palaeoclimatic signiﬁcance of climate prox-
ies for data-model comparisons. In: Williams, M., Haywood, A.M., Gregory, F.J., Schmidt,
D.N. (Eds.), Deep-time perspectives on climate change. The Micropalaeontological Soci-
ety Special Publications. The Geological Society, London, pp. 251–312.
McCarren, H., Thomas, E., Hasegawa, T., Röhl, U., Zachos, J.C., 2008. Depth dependency of
the Paleocene–Eocene carbon isotope excursion: paired benthic and terrestrial
biomarker records (Ocean Drilling Program Leg 208, Walvis Ridge). Geochemistry,
Geophysics, Geosystems 9 (10). http://dx.doi.org/10.1029/2008GC002116.
McInerney, F.A., Wing, S.L., 2011. The Paleocene-Eocene Thermal Maximum - a perturba-
tion of carbon cycle, climate, and biosphere with implications for the future. Annual
Reviews of Earth and Planetary Sciences 39, 489–516.
Müller, D.R., Sdrolias, M., Gaina, C., Roest, W., 2008. Age, spreading rates, and spreading
asymmetry of the world's ocean crust. Geochemistry, Geophysics, Geosystems 9
(4), Q04006. http://dx.doi.org/10.1029/2007GC001743.
Norris, R.D., 1996. Symbiosis as an evolutionary innovation in the radiation of Paleocene
planktic foraminifera. Paleobiology 22, 461–480.
Nunes, F., Norris, R., 2006. Abrupt reversal in ocean overturning during the Palaeocene/
Eocene warm period. Nature 439 (7072), 60–63.
Panchuk, K., Ridgwell, A., Kump, L., 2008a. Sedimentary response to Paleocene–Eocene
thermal maximum carbon release: a model-data comparison. Geology 36 (4), 315.
Panchuk, K., Ridgwell, A., Kump, L.R., 2008b. Sedimentary response to Paleocene–Eocene
thermal maximum carbon release: a model-data comparison. Geology 36 (4),
315–318.
Pearson, P., 2012. Oxygen Isotopes in Foraminifera: Overview and Historical Review
Paleontological Society Papers, 18, pp. 1–38.Pearson, P., Ditchﬁeld, P., Singano, J., Harcourt-Brown, K., Nicholas, C., Olsson, R.,
Shackleton, N., Hall, M., 2001. Warm tropical sea surface temperatures in the Late
Cretaceous and Eocene epochs. Nature 413 (6855), 481–487.
Pearson, P.N., van Dongen, B.E., Nicholas, C.J., Pancost, R., Schouten, S., Singano, J., Wade,
B.S., 2007. Stable warm tropical climate through the Eocene Epoch. Geology 35 (3),
211–214.
Pross, J., Contreras, L., Bijl, P.K., Greenwood, D.R., Bohaty, S., Schouten, S., Bendle, J.A., Röhl,
U., Tauxe, L., Raine, J., Huck, C.E., van de Flierdt, T., Jamieson, S.S.R., Stickley, C.E., van
de Schootbrugge, B., Escutia, C., Brinkhuis, H., Scientists, I.O.D.P.E., 2012. Persistent
near-tropical warmth on the Antarctic continent during the early Eocene epoch.
Nature 488, 73–77.
Ries, J.B., 2010. Review: geological and experimental evidence for secular variation in sea-
water Mg/Ca (calcite-aragonite seas) and its effects onmarine biological calciﬁcation.
Biogeosciences 7 (9), 2795–2849.
Roberts, C.D., LeGrande, A.N., Tripati, A.K., 2011. Sensitivity of seawater oxygen isotopes to
climatic and tectonic boundary conditions in an early Paleogene simulation with GISS
ModelE-R. Paleoceanography 26, PA4203. http://dx.doi.org/10.1029/2010PA002025.
Röhl, U., Westerhold, T., Bralower, T., Zachos, J., 2007. On the duration of the Paleocene–
Eocene thermal maximum (PETM). Geochemistry, Geophysics, Geosystems 8 (12),
1–13.
Schouten, S., Hopmans, E., Schefuss, E., Sinninghe Damsté, J.S., 2002. Distributional varia-
tions in marine crenarchaeotal membrane lipids: a new tool for reconstructing
ancient sea water temperatures? Earth and Planetary Science Letters 204 (1–2),
265–274.
Schouten, S., Hopmans, E., Forster, A., van Breugel, Y., Kuypers, M., Sinninghe Damsté, J.S.,
2003. Extremely high sea-surface temperatures at low latitudes during the middle
Cretaceous as revealed by archaeal membrane lipids. Geology 31 (12), 1069–1072.
Schouten, S., Hopmans, E., Sinninghe Damsté, J.S., 2013. The organic geochemistry of glyc-
erol dialkyl glycerol tetraether lipids: a review. Organic Geochemistry 54, 19–61.
Sexton, P., Wilson, P., Pearson, P., 2006a. Microstructural and geochemical perspectives on
planktic foraminiferal preservation: “Glassy” versus “Frosty”. Geochemistry, Geo-
physics, Geosystems 7 (12), Q12P19.
Sexton, P., Wilson, P., Norris, R., 2006b. Testing the Cenozoic multisite composite δ18O
and δ13C curves: new monospeciﬁc Eocene records from a single locality, Demerara
Rise (Ocean Drilling Program Leg 207). Paleoceanography 21 (2).
Shipboard Scientiﬁc Party, 1979. Site 401. In: Montadert, L., Roberts, D.G. (Eds.), Initial Re-
ports of the Deep Sea Drilling Project. U.S. Government Printing Ofﬁce, Washington,
pp. 73–123.
Shipboard Scientiﬁc Party, 1985. Site 549. In: Graciansky, P.C.d., Poag, C.W. (Eds.), Initial
Reports of theDeep SeaDrilling Project. U.S. Government Printing Ofﬁce,Washington,
pp. 123–250.
Shipboard Scientiﬁc Party, 2004. Site 1263. In: Zachos, J.C., Kroon, D., Blum, P., et al. (Eds.),
Proc. ODP, Init. Repts., 208: College Station, TX (Ocean Drilling Program), pp. 1–87.
http://dx.doi.org/10.2973/odp.proc.ir.208.104.2004.
Sijp,W.P., England,M.H., Huber, M., 2011. Effect of deepening of the Tasman Gateway on the
global ocean. Paleoceanography 26, PA4207. http://dx.doi.org/10.1029/2011PA002143.
Sluijs, A., Dickens, G.R., 2012. Assessing offsets between the δ13C of sedimentary compo-
nents and the global exogenic carbon pool across Early Paleogene carbon cycle per-
turbations. Global Biogeochemical Cycles 26, GB4005.
Sluijs, A., Schouten, S., Pagani, M., Woltering, M., Brinkhuis, H., Damste, J.S., Dickens, G.R.,
Huber, B.T., Reichart, G.-J., Stein, R., Matthiessen, J., Lourens, L.J., Pedentchouk, N.,
Backman, J., Moran, K., the Expedition 302 Scientists, 2006. Subtropical Arctic
Ocean temperatures during the Palaeocene/Eocene thermal maximum. Nature 441,
610–613.
Sluijs, A., Bowen, G.J., Brinkhuis, H., Lourens, L.J., Thomas, E., 2007a. The Palaeocene–
Eocene thermal maximum super greenhouse: biotic and geochemical signatures,
age models and mechanisms of global change. In: Williams, M., Haywood, A.M.,
Gregory, J., Schmidt, D.N. (Eds.), Deep-time Perspectives onClimate Change:Marrying
the Signal from Computer Models and Biological Proxies. The Micropalaeontological
Society Special Publication, London, pp. 323–350.
Sluijs, A., Brinkhuis, H., Schouten, S., Bohaty, S., John, C., Zachos, J.C., Reichart, G.-J.,
Sinninghe Damsté, J.S., Crouch, E.M., Dickens, G.R., 2007b. Environmental precursors
to rapid light carbon injection at the Palaeocene/Eocene boundary. Nature 450,
1218–1221.
Sluijs, A., Röhl, U., Schouten, S., Brumsack, H.-J., Sangiorgi, F., Sinninghe Damsté, J.S.,
Brinkhuis, H., 2008. Arctic late Paleocene–early Eocene paleoenvironments with spe-
cial emphasis on the Paleocene–Eocene thermal maximum (Lomonosov Ridge, Inte-
grated Ocean Drilling Program Expedition 302). Paleoceanography, 23, p. PA1S11.
Sluijs, A., Schouten, S., Donders, T.H., Schoon, P.L., Röhl, U., Reichart, G.-J., Sangiorgi, F.,
Kim, J.-H., Damsté, J.S.S., Brinkhuis, H., 2009. Warm and wet conditions in the Arctic
region during Eocene thermal maximum 2. Nature Geoscience 2 (11), 777–780.
Sluijs, A., Bijl, P.K., Schouten, S., Röhl, U., Reichart, G.-J., Brinkhuis, H., 2011. Southern ocean
warming, sea level and hydrological change during the Paleocene–Eocene thermal
maximum. Climate of the Past 7, 47–61.
Sluijs, A., Zachos, J.C., Zeebe, R.E., 2012. Constraints on hyperthermals. Nature Geoscience
5, 231.
Spero, H.J., Bijma, J., Lea, D.W., Bemis, B., 1997. Effect of seawater carbonate concentration
on foraminiferal carbon and oxygen isotopes. Nature 390, 497–500.
Stanley, S., Hardie, L., 1998. Secular oscillations in the carbonate mineralogy of reef-
building and sediment-producing organisms driven by tectonically forced shifts in
seawater chemistry. Palaeogeography, Palaeoclimatology, Palaeoecology 144 (1–2),
3–19.
Stassen, P., Thomas, E., Speijer, R.P., 2012. Integrated stratigraphy of the Paleocene–
Eocene thermal maximum in the New Jersey Coastal Plain: towards understanding
the effects of global warming in a shelf environment. Paleoceanography 27,
PA4210. http://dx.doi.org/10.1029/2012PA002323.
145T. Dunkley Jones et al. / Earth-Science Reviews 125 (2013) 123–145Stoll, H.M., 2005. Limited range of interspeciﬁc vital effects in coccolith stable isotopic
records during the Paleocene–Eocene thermal maximum. Paleoceanography 20,
PA1007.
Stott, L.D., Sinha, A., Thiry, M., Aubry, M.-P., Berggren, W.A., 1996. Global δ13C changes
across the Palaeocene-Eocene boundary: criteria for terrestrial-marine correlations.
In: Knox, R.W.O.B., Corﬁeld, R.M., Dunay, R.E. (Eds.), Correlation of the Early Paleo-
gene in Northwest Europe. Special Publication. Geological Society London, London,
pp. 381–399.
Thomas, E., 1989. Development of Cenozoic deep-sea benthic foraminiferal faunas in
Antarctic waters. Geological Society London Special Publication 47, 283–296.
Thomas, E., 1998. The biogeography of the late Paleocene benthic foraminiferal extinction.
In: Aubry, M.-P., Lucas, S., Berggren, W.A. (Eds.), Late Paleocene–Early Eocene Biotic
and Climatic Events in the Marine and Terrestrial Records. Columbia University
Press, pp. 214–243.
Thomas, E., 2003. Extinction and food at the seaﬂoor: a high-resolution benthic foraminif-
eral record across the Initial Eocene thermal maximum, Southern Ocean Site 690.
Special Papers-Geological Society of America, pp. 319–332.
Thomas, E., Shackleton, N.J., 1996. The Palaeocene–Eocene benthic foraminiferal extinc-
tion and stable isotope anomalies. Geological Society London Special Publication
101, 401–441.
Thomas, D., Bralower, T., Zachos, J., 1999. New evidence for subtropical warming during
the late Paleocene thermal maximum: stable isotopes from Deep Sea Drilling Project
Site 527, Walvis Ridge. Paleoceanography 14 (5), 561–570.
Thomas, E., Zachos, J.C., Bralower, T.J., 2000. Deep-sea environments on a warm earth:
latest Paleocene–early Eocene. In: Huber, B., MacLeod, K., Wing, S. (Eds.), Warm
Climates in Earth History. Cambridge University Press, pp. 132–160.
Thomas, D., Zachos, J., Bralower, T., Thomas, E., Bohaty, S., 2002. Warming the fuel for the
ﬁre: evidence for the thermal dissociation of methane hydrate during the Paleocene–
Eocene thermal maximum. Geology 30 (12), 1067–1070.
Tindall, J., Flecker, R., Valdes, P., Schmidt, D.N., Markwick, P., Harris, J., 2010. Modelling
oxygen isotope distribution of ancient seawater using a coupled ocean-atmosphere
GCM: implications for reconstructing early Eocene climate. Earth and Planetary
Science Letters 292, 265–273.
Tripati, A.K., Elderﬁeld, H., 2004. Abrupt hydrographic changes in the equatorial Paciﬁc
and subtropical Atlantic from foraminiferal Mg/Ca indicate greenhouse origin for
the thermal maximum at the Paleocene–Eocene boundary. Geochemistry, Geophys-
ics, Geosystems 5, Q02006.Tripati, A., Elderﬁeld, H., 2005. Deep-sea temperature and circulation changes at the
Paleocene–Eocene thermal maximum. Science 308 (5730), 1894–1898.
van Sickel, W.A., Kominz, M.A., Miller, K.G., Browning, J.V., 2004. Late Cretaceous and
Cenozoic sea-level estimates: backstripping analysis of borehole data, onshore New
Jersey. Basin Research 16, 451–465.
Winguth, A., Shellito, C., Shields, C., Winguth, C., 2010. Climate response at the Paleocene–
Eocene thermal maximum to greenhouse gas forcing — a model study with CCSM3.
Journal of Climate 23, 2562–2584.
Yoder, J., Schollaert, S., O'Reilly, J., 2002. Climatological phytoplankton chlorophyll and sea
surface temperature patterns in continental shelf and slope waters off the northeast
U.S. coast. Limnology and Oceanography 47 (3), 672–682.
Yu, J., Elderﬁeld, H., 2008. Mg/Ca in the benthic foraminifera Cibicidoides wuellerstorﬁ
and Cibicidoides mundulus: temperature versus carbonate ion saturation. Earth and
Planetary Science Letters 1–11.
Zachos, J.C., Stott, L.D., Lohmann, K.C., 1994. Evolution of early Cenozoic marine tempera-
tures. Paleoceanography 9 (2), 353–387.
Zachos, J.C., Wara, M.W., Bohaty, S., Delaney, M.L., Petrizzo, M.R., Brill, A., Bralower, T.J.,
Premoli-Silva, I., 2003. A transient rise in tropical sea surface temperature during
the Paleocene–Eocene thermal maximum. Science 302 (5650), 1551–1554.
Zachos, J.C., Röhl, U., Schellenberg, S.A., Sluijs, A., Hodell, D.A., Kelly, D.C., Thomas, E.,
Nicolo, M., Rafﬁ, I., Lourens, L.J., McCarren, H., Kroon, D., 2005. Rapid acidiﬁcation of
the ocean during the Paleocene–Eocene thermal maximum. Science 308 (5728),
1611–1615.
Zachos, J.C., Schouten, S., Bohaty, S., Quattlebaum, T., Sluijs, A., Brinkhuis, H., Gibbs, S.J.,
Bralower, T.J., 2006. Extreme warming of mid-latitude coastal ocean during the
Paleocene–Eocene thermal maximum: inferences from TEX86 and isotope data.
Geology 34 (9), 737–740.
Zachos, J.C., Bohaty, S.M., John, C.M., McCarren, H., Kelly, D.C., Nielsen, T., 2007. The
Palaeocene–Eocene carbon isotope excursion: constraints from individual shell
planktonic foraminifer records. Philosophical Transactions of the Royal Society A
365 (1856), 1829–1842.
Žarić, S., Donner, B., Fischer, G., Mulitza, S., Wefer, G., 2005. Sensitivity of planktic forami-
nifera to sea surface temperature and export production as derived from sediment
trap data. Marine Micropaleontology 55, 75–105.
Zeebe, R.E., Zachos, J.C., Dickens, G.R., 2009. Carbon dioxide forcing alone insufﬁcient to
explain Palaeocene–Eocene thermal maximum warming. Nature Geoscience 2 (8),
576–580.
